
1.  Introduction
Ice cover is decreasing in many of the world's lakes (Sharma et al., 2019), creating an urgent need to under-
stand drivers of ice phenology and winter ecology in a diversity of lake types (Hampton et al., 2017; Warne 
et al., 2020). Ice cover duration and timing affect ecosystem functions during open water seasons, such as 
thermal and mixing regimes (Smits et al., 2020; Woolway et al., 2020), oxygen dynamics (Flaim et al., 2020), 
and primary productivity (Hampton et  al.,  2017; Sadro et  al.,  2018b). Ice cover directly controls winter 
processes such as under-ice thermal stratification and circulation (Kirillin et al., 2012), oxygen depletion 
(Granados et al., 2020; Leppi et al., 2016; Obertegger et al., 2017), carbon and nutrient cycling (Denfeld 
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et al., 2018; Powers et al., 2017; Rue et al., 2020), and phytoplankton productivity (Maier et al., 2019). Pri-
mary productivity under the ice can make up a significant fraction of total annual productivity in many 
lakes (Hampton et al., 2017), and dissolved oxygen (DO) dynamics beneath the ice dictate the amount and 
distribution of suitable habitat for aquatic organisms such as fishes (Stefan et al., 2001). All these processes 
are likely to change as lakes lose ice cover, yet winter limnology lags behind our understanding of open-wa-
ter seasons and is often focused on cross-seasonal linkages rather than on dynamics under ice (Hampton 
et al., 2017).

Small lakes dominate the global distribution (<1 km2 surface area; Downing et al., 2006), and midlatitude 
lakes are at greatest risk of ice loss as air temperature rises (Sharma et al., 2019), but climate change impacts 
on ice cover have been monitored mostly in large lakes at high latitudes (Magnuson et al., 2000; Sharma 
et al., 2019). Lakes that develop seasonal ice cover despite moderate winter air temperatures, such as moun-
tain lakes in the western US, may be subject to declining trends in ice cover and shifts in associated pro-
cesses (Caldwell et al., 2020; Sadro et al., 2018a), yet they remain under-studied due to their inaccessibility 
and small size. Mountain landscapes contain heterogeneous topography and microclimates that mediate 
the expression of climate forcing (Novikmec et al., 2013; Sadro et al., 2018a), complicating efforts to predict 
lake responses at regional scales in these systems. Strong linkages between winter climate, ice phenology, 
and summer thermal or chemical conditions in temperate mountain lakes have been demonstrated (Oleksy 
et al., 2020; Preston et al., 2016; Sadro et al., 2018a; Smits et al., 2020). However, drivers of winter processes 
in small mountain lakes remain essentially unexplored—few studies of under-ice processes have been at-
tempted (e.g., Granados et al., 2020).

The classic concepts of “Winter I” and “Winter II” formulated by Kirillin et al. (2012) provide a framework 
for understanding physical dynamics in lakes that experience snow and ice cover. During Winter I, snow 
covers lake ice, blocking light transmission, and circulation is driven by gravity currents and heat release 
from sediments. During Winter II, snow atop the ice melts and the remaining clear ice allows radiation-driv-
en convective mixing and photosynthesis by phytoplankton, depending on the overlap between the mixed 
layer and photic depth (Pernica et al., 2017). However, the applicability of these concepts to lakes remains 
untested in warmer regions with a substantial winter snowpack, where lake “ice” is often comprised of lay-
ered snow-ice lenses rather than clear ice covered by snow (Block et al., 2019; Leppäranta, 2015), and can be 
several meters thick. In mid-latitude mountain ranges snowfall varies considerably among years, generating 
large inter-annual differences in lake ice thickness and under-ice conditions (Granados et al., 2020; Smits 
et al., 2020). A heavy snowpack melts later, delays ice-off (Caldwell et al., 2020; Preston et al., 2016; Sadro 
et al., 2018a), and is associated with greater oxygen depletion under ice (Granados et al., 2020; Obertegger 
et  al.,  2017). However, general understanding of winter limnology in snow-dominated mountain lakes, 
including drivers of temporal and spatial variation, is lacking.

Mountain lakes are experiencing rapid changes owing to climatic trends (Pepin et  al.,  2015; Sadro 
et al., 2018a), including more frequent snow droughts and mid-winter rain events as air temperatures in-
crease (Dettinger et al., 2015; Harpold et al., 2017). Changes in the magnitude, timing, and form of precip-
itation will alter the snowpack, lake ice cover, and under-ice thermal and chemical processes. However, 
lake size and morphology and catchment topography should mediate the effects of climate variation on ice 
phenology and associated processes (Arp et al., 2013; Leppi et al., 2016; Novikmec et al., 2013). This study 
explores the roles of inter-annual climate variation and lake and watershed characteristics in determining 
ice phenology and under-ice physical and chemical conditions in lakes with snow-dominated catchments.

We investigated climatic and intrinsic (lake or watershed-specific) controls on ice phenology, water temper-
ature, and bottom-water DO in 15 lakes in the Sierra Nevada and Klamath Mountains of California, USA, 
using hourly measurements from two contrasting winters (2019–2020; high snow and low snow). We also 
quantified inter-annual variation in lake ice phenology and under-ice conditions in a small high-elevation 
lake with five winters of measurements (Emerald Lake; water years 2016–2020). The studied lakes span el-
evations from 1,500  to 3,500 m and vary considerably in size and morphology, allowing comparison of the 
relative importance of climate variation (precipitation, air temperature, and shortwave radiation) versus in-
trinsic factors (size, morphology, and watershed characteristics). We asked the following questions: (a) How 
does inter-annual variation in temperature and precipitation affect ice phenology and under-ice conditions? 
and (b) How do watershed or lake characteristics mediate lake responses to climate variation? We aimed 

SMITS ET AL.

10.1029/2021JG006277

2 of 20

Writing – original draft: Adrianne 
P. Smits
Writing – review & editing: Adrianne 
P. Smits, Nicholas W. Gomez, Jeff 
Dozier, Steven Sadro



Journal of Geophysical Research: Biogeosciences

to understand which winter processes are most sensitive to warming temperatures and decreased snowfall, 
and whether climate sensitivity varies among lakes.

2.  Materials and Methods
2.1.  Site Description and Overview

The 15 study lakes in the Sierra Nevada and Klamath Mountains of California, USA (Figure 1a) spanned 
substantial ranges (Table 1) in elevation (1,554–3,559 m.a.s.l.), surface area (2–60 ha), and depth (maximum 
depth 6–80 m). The study lakes are located in small watersheds (1.1–4.5 km2) of primarily granitic bedrock, 
and their small range in surface areas is typical of the lake size distribution in the Sierra Nevada mountains 
(95% of lakes < 15 ha; Melack et al., 2021). There was no correlation between surface area and elevation 
(r = 0.12) of the study lakes. All lakes except Swamp developed ice cover each year and received most of 
their annual precipitation as snow. Hourly sensor measurements were obtained from all 15 lakes in water 
years 2019 and 2020 (WY, which corresponds to October 1 in the previous calendar year through September 
30 in the current calendar year). At Emerald Lake, a small, high elevation lake in Sequoia National Park 
that has been a long-term study site for decades (Figures 1b and 1c; Melack et al., 2021), we made hourly 
measurements in three more water years (2016–2020).

2.2.  High-Frequency Lake Measurements

We installed a vertical sub-surface array of thermistors (Onset Hobo Water Temperature Pro v2, accura-
cy ±0.2°C, resolution ±0.02°C) at or near the deepest point in each lake to record hourly water temperature 
year-round (0.5–8 m vertical spacing, 5–20 thermistors per lake; Table 1). Thermistor arrays were retrieved 
once each year during the open water season (May– October) to replace instruments and then redeployed 
in the same location. The top-most thermistor on each array was situated approximately 3 m below the lake 
surface to avoid entrainment in lake ice during winter. A thermistor attached to the bottom of each array re-
corded sediment temperature 5–10 cm below the sediment-water interface, except in the two deepest lakes, 
Dorothy and Ireland. A sub-surface light sensor (Onset Hobo Pendant) was attached to the top of each array 
to record relative light intensity to verify ice-on and ice-off dates and to capture periods of ice-thinning. 
A DO sensor (PME MiniDOT; resolution ±0.3 mg L−1) and specific conductance (SC) sensor (Onset U24; 
±5 μS cm−1) were installed within 2 m of the lake bottom on each array and recorded data hourly. Emerald 
Lake, a long-term study site, had a similar array installation as the other study lakes, but 3–4 sensors were 
added during each summer to capture thermal dynamics within the top 3 m of the water column. In the 
summer of calendar year 2017, thermistors in Emerald Lake were replaced with RBR sensors (SoloT; accu-
racy ±0.002°C, resolution <0.00005°C). All instruments were inter-calibrated and corrected for temperature 
using a shared water bath. DO sensor calibration was evaluated pre-deployment and post-deployment in 0% 
and 100% solutions and corrected for offset or drift as necessary.

2.3.  Determining Ice Phenology

We estimated dates of ice-formation and ice-breakup from high-frequency time series of temperature, DO, 
and light intensity, following recommendations in Pierson et al. (2011). Ice-on dates were initially deter-
mined as the onset of inverse stratification in autumn between the top and bottom-most temperature sensor 
in each lake (difference exceeding 0.1°C), and then verified by visual inspection of light intensity time series 
(e.g., abrupt reduction in light; Figures S2 and S3). Ice-off dates were determined from increases in light 
intensity and DO rather than from the onset of isothermal conditions in spring, as snowmelt intrusions 
beneath ice-cover caused some smaller lakes (e.g., Emerald Lake) to mix before ice-off. At Emerald Lake, 
sensor-based ice-off dates were verified using daily images from a game camera mounted on-shore.

2.4.  Climate Data

We used down-scaled climate variables acquired from the GRIDMET data set for each lake and all wa-
ter years (2016–2020) to explore climatic controls on ice phenology and lake conditions, following meth-
ods used in Caldwell et al.  (2020). GRIDMET (Abatzoglou, 2013), a gridded surface meteorological data 
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set for the continental United States with 4 × 4 km2 spatial resolution and daily temporal resolution, has 
been previously used to explore effects on snow in western US mountains (Abatzoglou, 2013; Harpold & 
Brooks, 2018). We downloaded daily values of mean and minimum air temperatures (°C), total precipita-
tion (mm), and mean shortwave radiation (W m−2). We calculated daily total precipitation falling as snow 
(snowfall; mm) using a temperature-based regression model (Dingman, 2002), as follows: if air tempera-
ture was below 0°C, snowfall is equivalent to the total precipitation. If air temperature was between 0 and 
6°C, then snowfall = total precipitation – 0.1678*air temperature. Given the coarse spatial and temporal 
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Figure 1.  (a) Study lakes (black dots) located in the Sierra Nevada and Klamath Mountains of California, USA (inset shows geographic extent). (b) Deep snow 
covers ice on Emerald Lake (2,800 m.a.s.l.) in April 2019. (c) Emerald Lake, ice-free, in July 2019. (d) Four lakes (blue polygons; Emerald, Pear, Topaz, Big Bird) 
located within 10 km distance in Sequoia National Park (red rectangle in panel (a)) that vary in size and morphology.
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resolution of the climate data set, we calculated seasonal climate metrics (e.g., mean autumn air tempera-
ture and total winter snowfall) as explanatory factors for seasonal-scale lake behavior, rather than attribut-
ing lake responses to individual weather events at diel or multi-day time scales. From the daily data sets, we 
calculated climate metrics for autumn (October 1–December 1), winter (December 1–March 1), and spring 
(March 1–May 1). For autumn, we calculated average daily mean temperature, average daily minimum 
temperature, total cumulative precipitation, and cumulative daily mean shortwave radiation. For winter 
and spring, we calculated these same metrics, as well as cumulative snowfall.

For each lake and each day of the year, we calculated the fraction of the daylight periods when topography 
obscures direct solar illumination at the center of the lake, by computing the angle to the local horizons 
for all azimuths and comparing those angles to the solar zenith angle and azimuth throughout each day 
(Dozier & Frew, 1990). We calculated annual and seasonal mean percent shading for each lake (autumn, 
winter, and spring).

2.5.  Modeling Seasonal DO Depletion Rates

We estimated bottom-water DO depletion rates (mg L−1 day−1) during the period of ice cover following the 
approach described in Obertegger et al. (2017), using the R statistical software (R Core Team, 2015). Hourly 
DO data were aggregated to daily means before analyzing trends. Before trend estimation, DO time series 
was split at change points in variance using the “changepoint” package in R (Killick et al., 2016), to avoid 
biasing subsequent time series analysis (Zeileis et al., 2003). This resulted in 1–3 time series per winter for 
each lake, depending on the number of change points, which were then analyzed separately for DO trends. 
DO depletion rates (trends) were estimated by modeling each time series as an autoregressive integrated 
moving average (ARIMA(p,d,q)), where p is the number of autoregressive terms, d is the degree of differ-
encing, and q is the number of previous time-steps contributing to the weighted error term at any given 
time point. When d = 1, the original data are not stationary, but rather show a trend (e.g., DO depletion 
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Lake WY Sensors (#)
Latitude 

(deg.)
Longitude 

(deg.)
Elevation 

(m)

Max 
depth 
(m)

Mean 
depth 
(m)

Lake area 
(m2)

Volume 
(m3)

Littoral 
area 
(%)

Shading 
(% day)

Watershed 
area (km2)

Swamp 2019; 2020 8; 8 37.9500 −119.8290 1,554 19.4 11.4 6.85 × 104 7.78 × 105 17 19 1.65

Castle 2019; 2020 8; 12 41.2271 −122.3834 1,646 34.5 10.3 2.02 × 105 2.08 × 106 36 30 1.36

Cliff 2019; 2020 8; 8 41.1991 −122.4908 1,760 25.6 7.6 6.71 × 104 6.50 × 105 24 47 1.42

Miller 2019; 2020 8; 8 39.0352 −120.2001 2,175 7.5 2.8 1.21 × 105 3.36 × 105 60 9 1.33

Boundary 2019; 2020 8; 8 38.0886 −119.7898 2,294 32.4 7.7 1.81 × 105 1.79 × 106 26 13 1.27

Clyde 2019; 2020 8; 8 38.8757 −120.1695 2,460 10.4 5.2 8.92 × 104 4.68 × 105 25 38 1.10

Emerald 2016–2020 20; 19; 13; 14; 13 36.5975 −118.6758 2,800 9.6 5.3 2.82 × 104 1.49 × 105 28 43 1.10

Pear 2019; 2020 15; 14 36.6007 −118.6672 2,900 23.7 6.6 7.46 × 104 4.95 × 105 37 36 1.53

Big Bird 2019; 2020 8; 9 36.6216 −118.5934 2,978 38.3 13.4 2.73 × 105 3.86 × 106 19 35 3.82

Dorothya 2019; 2020 9; 12 37.5387 −118.8825 3,135 80.8 31.3 6.14 × 105 2.07 × 107 5 23 4.02

Skeltonb 2019; 2020 8; 9 37.9322 −119.3045 3,200 11 5.5 5.19 × 104 2.73 × 105 32 24 2.05

Topaz 2019; 2020 5; 5 36.6262 −118.6372 3,219 6.5 1.5 3.87 × 105 5.98 × 104 89 7 1.32

Ireland 2019; 2020 9; 10 37.7888 −119.3046 3,272 70.1 26.1 4.34 × 105 1.27 × 107 12 21 3.78

Ruby 2019; 2020 8; 8 37.4150 −118.7700 3,397 32.1 15.5 1.48 × 105 2.29 × 106 12 32 4.49

Cottonwood6 2019; 2020 8; 8 36.513 −118.226 3,559 12.4 6.0 2.02 × 104 1.19 × 105 26 26 1.26

Note. Littoral area refers to the percentage of a lake's surface area where depth is less than 3 m. Shading (% day) is the annual mean percentage of daylight hours 
during which surrounding topography shades the lake surface from direct solar illumination.
aIn Dorothy Lake, the thermistor array was not located at the deepest point during WY 2019 (installed at 63 m depth), but was moved near to the deepest 
location in WY 2020 (78 m). bSkelton Lake thermistor chain was not installed until October of calendar year 2018.

Table 1 
Study Site Attributes, Including the Number of Temperature Sensors Deployed in Each Lake and Water Year (WY)
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rate) that can be estimated. We tested for stationarity (or lack thereof) of DO time series using the Kwia-
towski-Phillips-Schmidt-Shin test, and then fit ARIMA models using the “forecast” package in R (Hynd-
man et al., 2020). Model residuals were tested for heterogeneity using the Ljung-Box test and by examining 
plots of autocorrelation functions. A higher-order ARIMA(p,1,q) was fitted to the data if model residuals 
exhibited non-stationarity. All DO trend estimates are reported in Table S2, but only DO trends immediately 
following ice formation were used in subsequent analyses.

2.6.  Calculating Lake Thermal Metrics

For each lake-year combination, we calculated metrics of lake thermal conditions before and during ice 
cover using the “Lake Analyzer” package in R (Read et al., 2011). Before analyses, hourly water temperature 
data were aggregated to daily means. For each lake year, we calculated daily time series of volume-weighted 
mean water temperature and summed water column heat content using temperature measurements at mul-
tiple depths and lake hypsographic curves. The duration of fall mixing was computed as the period between 
when the water column became isothermal (<0.2°C between the top and bottom-most temperature sensor 
in each lake) and ice-on.

2.7.  Regression Models

To explore intrinsic (lake or watershed-specific) and climatic controls on lake ice phenology and under-ice 
thermal and chemical conditions, we fitted single-predictor and multiple regression models. Response vari-
ables related to under-ice conditions were calculated separately for early winter (W1) and late winter (W2). 
Because the timing of these periods varied both among lakes within a year and among years, we defined 
them relative to ice phenology as follows: W1 is defined as the 2 months following ice-on, and W2 is defined 
as the period from the end of W1 until a month before ice-off.

We used the following response variables: ice-on calendar day of year (DOY), ice-off DOY, ice duration 
(days), mean whole lake (volume-weighted) water temperature under the ice in early winter (W1) and late 
winter (W2), DO depletion rate immediately following ice-on (mg L−1 day−1), and duration of hypoxia un-
der ice (DO < 2 mg L−1; days).

Predictors used in regression models included seasonal climate metrics (air temperature, precipitation, 
snowfall, and shortwave radiation; described in “Climate data” section), dynamic lake thermal or ice cover 
metrics (e.g., maximum summer water temperature, mean W1 water temperature, and ice-on DOY), as 
well as intrinsic lake or watershed characteristics related to lake size, lake morphology, and topography. 
Lake size and morphological variables included maximum lake depth, mean lake depth, lake surface area, 
lake volume, and percent littoral surface area (percent of lake surface area with depth <3 m). In addition, 
because lake depths were skewed toward small, shallow lakes, we created two lake depth categories to use 
in regressions: shallow (maximum depth < 15 m; n = 6) and deep (maximum depth > 15 m; n = 9). Water-
shed variables included latitude (°), elevation (m.a.s.l.), mean watershed slope (°), and topographic shading 
(seasonal or annual means). For ice-on models, we used the mean percentage of daylight hours each lake 
surface was shaded during autumn (October 1–December 1) as our metric of topographic shading. For ice-
off models, we used annual mean shading as well as seasonal values (winter and spring).

We fit linear regression models using maximum likelihood and compared model fits using Akaike's Infor-
mation Criterion for small sample sizes using the “AICcmodavg” package in R (AICc; Burnham & Ander-
son, 2002; Mazerolle, 2020). A difference in AICc (ΔAICc) greater than 4 between the two models indicates 
moderate support for the model with lower AICc, whereas ΔAICc > 10 indicates strong support. We com-
pared all regression models to an intercept-only null model—we considered any models within 2 AICc 
units of the null model as insignificant. We first fitted single-predictor models (13–18 candidate models per 
response variable). Predictors that improved model fits relative to the intercept-only model were then com-
bined in multiple regression models, with a maximum of 3 predictors per model. If predictors were highly 
correlated (r > 0.7; see Table S3 for full correlation matrix between predictor variables), we included only 
the predictor with the strongest relationship to the response variable in multiple regression models. Due 
to our relatively small sample size, we allowed only additive effects in the multiple regression models and 
compared model fits to the single-predictor models and the intercept-only models.
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3.  Results
3.1.  Climatic Conditions

Climatic conditions differed substantially between WY 2019 and 2020 (Figure S1), and consequently lake 
ice phenology and under-ice conditions also differed (Figures 2 and 3, Table S1; Smits, 2021). Across all 
sites, mean autumn air temperatures were similar in WY's 2019 and 2020 (3.36 vs. 3.20°C; p > 0.1), although 
roughly twice as much total precipitation fell in autumn of WY 2019 (mean among sites: 230 mm) compared 
with 2020 (115 mm; p < 0.001). Winter of WY 2019 was both colder and wetter than WY 2020. Winter air 
temperatures were lower in WY 2019 than in WY 2020 (−3.35 vs. −1.89°C; p < 0.1), and almost 3 times more 
snow fell (average total snowfall 849 vs. 290 mm; p < 0.001; Figure S1). The seasonal distribution of snowfall 
diverged between the 2 years: early winter precipitation was similar, but much of the total snowfall in 2019 
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Figure 2.  Ice duration and under-ice thermal and chemical conditions in WY 2019 (x-axis from November 1, 2018 to August 1, 2019). Panels are ordered by 
increasing elevation (left to right and top to bottom). Black solid lines represent hourly DO concentration (left y-axis; mg L−1) within 3 m of the lake bottom, 
at or near the deepest point in each lake. Gray solid lines represent hourly water temperature (right y-axis; °C) at discrete depths from the lake bottom to 
approximately 3 m beneath the surface. Blue bars at the top of each panel represent the longest continuous ice-covered period for each lake. The dark blue 
portion of bar shows the time period corresponding to W1. Light blue filled time series at the bottom of each panel show mean daily snowfall (mm; plotting 
range 0–300 mm). Time series from thermistor chains that were retrieved and downloaded before August 1 appear truncated.
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fell in January and February, whereas in 2020, January and February lacked substantial snowfall (Figures 2 
and 3; blue time series).

3.2.  Summer Lake Temperature and Autumn Mixing

Small, shallow lakes (<15 m maximum depth) attained higher maximum temperatures during the summer 
than deeper lakes (17.17 vs. 11.25°C; p < 0.001). For lakes that stratified, the duration of fall mixing lasted 
from less than a week to over 2 months, with larger variation among smaller lakes (Table S1; Smits, 2021). 
Lakes with large surface areas tended to have a shorter mixing duration than smaller lakes. Four small, shal-
low high-elevation lakes (Topaz, Cottonwood 6, Clyde, Skelton; maximum depth < 13 m, >2,400 m.a.s.l.) 
were polymictic in at least one summer and thus lacked a distinct fall mixing period.
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Figure 3.  Ice duration and under-ice thermal and chemical conditions in WY 2020 (x-axis extent from November 1, 2019 to August 1, 2020). Symbols are as in 
Figure 2.
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3.3.  Ice Phenology

Ice phenology responded more directly to variation in winter climate 
than to autumn climate in the 2 study years. The large snowpack in WY 
2019 extended ice-off in most lakes, and thus also ice duration. Excluding 
Swamp lake, which did not develop ice cover in WY 2020, ice-on dates 
were similar in both years (average: December 5 vs. December 3; p > 0.1, 
ANCOVA with elevation, Figure 4a), whereas ice-off dates were over a 
month later in 2019 than in 2020 (July 3 vs. May 21; p < 0.01, ANCOVA 
with elevation, Figure 4b). Later ice-off dates in 2019 resulted in approxi-
mately 40 additional days of ice cover (p < 0.01, ANCOVA with elevation; 
Figure 4c).

Different seasonal distribution of snowfall between the two winters gen-
erated distinct temporal patterns in snow and ice cover thickness and 
light transmissivity, especially in low-elevation and larger lakes. In 2019, 
abundant mid-winter snowfall generated a thick ice and snow cover on 
most lakes that blocked light transmission until the onset of spring snow-
melt (Figures 2 and S2). In contrast, the lack of mid-winter snowfall in 
2020 allowed ice and snow cover to thin and water temperature and DO 
to increase in several low-elevation lakes (Castle, Cliff, and Boundary 
lakes; Figure 3). Large lakes at higher elevations, such as Big Bird and 
Dorothy, also experienced mid-winter ice thinning in WY 2020, as evi-
denced by increases in sub-surface light intensity (Figure S3).

3.4.  Under-Ice Thermal and Chemical Conditions

Under-ice water temperature was more variable in the wetter winter 
(WY 2019) than in WY 2020, driven by the behavior of small, shallow 
lakes (Figures 5a and 5b; purple time series). In both years, shallow lakes 
showed greater increases in volume-weighted mean water temperature 
than larger lakes following ice-on (Figures 5a and 5b), as well as greater 
decreases in temperature in late winter and during spring snowmelt. In 
both years, volume-weighted mean water temperature increased in most 
lakes during W1 and decreased during W2. In WY 2019, lakes were slight-
ly but not significantly warmer in early winter than in 2020 (3.55 ± 0.50 
vs. 3.31 ± 0.61°C; p > 0.1), but by late winter water temperatures were 
lower in 2019 than in 2020 (2.90 ± 0.65 vs. 3.46 ± 0.42°C; p < 0.05).

Winter snowfall often coincided with decreasing water temperature 
in the upper water column (Figure  2). Temperature declines following 

snowstorms affected a larger portion of the water column in shallow lakes, leading to more dynamic ther-
mal behavior overall. SC of bottom waters was generally low in all lakes (9.95 ± 4.27 μS cm−1; Figures 5c 
and 5d), but shallow lakes occasionally showed large increases during spring snowmelt, especially in WY 
2019 (Figure 5c).

3.5.  Dissolved Oxygen Under Ice

Bottom water DO depletion rates were fastest immediately after ice-on and were similar in both years 
(−0.07 ± 0.07 mg L−1 day−1; range −0.0001 to 0.322 mg L−1 day−1; p > 0.1). Rates of DO decline slowed or 
ceased during late winter in shallow lakes but remained relatively constant in the deepest lakes (Ireland 
and Dorothy) throughout the ice-covered period, with fewer significant change points in the DO time series 
(Figures 2, 3, 5e,  and 5f; Table S2). Initial rates of DO depletion were greatest in shallow lakes regardless of 
elevation (Figures 5e, 5f, and 7a). DO often increased before ice-off in shallow lakes without any concurrent 
increases in sub-surface light (Figures 2, 3, S2, and S3), causing late winter DO to vary more in shallow lakes 
than in deep lakes (Figures 5e and 5f). Most study lakes developed hypoxic bottom waters in both years, 
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Figure 4.  Changes in (a) ice-on DOY, (b) ice-off DOY, and (c) ice duration 
with elevation for all study lakes and study years. Lines show regression 
relationships between elevation and ice-on DOY, ice-off DOY, and ice 
duration. In panels (b and c), separate regression lines for WY 2019 (black) 
and WY 2020 (gray) are shown. Green squares represent WY 2016–2020 in 
Emerald Lake.
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but hypoxic conditions lasted longer in WY 2019 than in 2020 (+23 additional days; p < 0.05, paired t-test). 
Shallow lakes tended to have a longer hypoxia duration than deep lakes (88 vs. 26 days; p < 0.01; Figure 7b).

3.6.  Inter-Annual Variation in Emerald Lake

Variation in autumn and winter climate caused substantial variation in ice phenology and under-ice con-
ditions at Emerald Lake over five winters (WY 2016–2020; Figure 8 and Table S1). Mean autumn air tem-
perature ranged from 1.95 to 4.2°C. Warm autumn air temperatures in WY 2018 delayed the formation of 
seasonal ice cover by over a month (January 5) relative to the other 4 years (November 27 and 28; Figure 8). 
Before ice-formation in each year, maximum whole lake temperature ranged from 14.76 to 19.58°C, and 
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Figure 5.  (a and b) Volume-weighted mean water temperature in WY 2019 and 2020, beginning on the first day of ice cover and ending at ice-off (n = 14 
lakes; Swamp lake excluded). Vertical dashed lines mark the end of early winter (W1), defined as the 2 months following ice-on. Line colors correspond to 
maximum lake depth (m), from shallow (5 m, purple) to deep (80 m, yellow-green). (c and d) Near-bottom specific conductance (μS cm−1). (e and f) Near-
bottom DO concentration (mg L−1). Bold lines show three high elevation lakes (>3,000 m.a.s.l.) of different maximum depths: shallow (Topaz, 5 m, purple line), 
intermediate (Ruby, 32.1 m, blue line), and deep (Ireland, 70.1 m, green line).
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the duration of fall mixing lasted from 30 to 73 days. Winter snowfall varied fivefold among years (233–
1,336 mm), causing ice-off dates to vary by over 50 days (May 21–July 11), and ice duration to vary by almost 
3 months (range 142–224 days, mean 189 days). The variation in ice phenology at Emerald Lake, however, 
was not substantially greater than exhibited by the other lakes in WY 2019 and WY 2020 (Figure 4). The 
timing of snowfall differed among years and influenced the seasonal progression of ice thickness and un-
der-ice thermal and chemical conditions. Early or mid-winter snowstorms in 2017 and 2019 were followed 
by abrupt declines in water temperature, potentially because ice was submerged by the weight of overlying 
snow (dashed lines in Figures 8b and 8d). In low-snow years such as 2018 and 2020, late winter and spring 
precipitation may have triggered avalanches and snowmelt flows that appear as rapid changes in tempera-
ture, DO, and SC under ice (dashed lines in Figures 8c and 8e). In high snow years such as 2017 and 2019, 
snowmelt intrusions occurred during spring and were large enough relative to lake volume to completely 
mix the water column before ice-off (Figures 8b and 8d; Smits et al., 2020).

Inter-annual variation in under-ice water temperature at Emerald Lake (mean = 3.4°C, SD = 0.8°C) was 
similar to the other small lakes (Topaz, Cottonwood 6, Clyde) and much larger than exhibited by deeper 
lakes. Lake temperature decreased during W1 in WY 2016–2018, but temperature increased during W1 in 
WY 2019–2020 (range −0.026 ± 0.0004°C day−1). Lake temperature decreased during W2 in all years (range 
−0.01 to −0.003°C day−1). Early winter water temperature varied less than late winter water temperature 
(SD = 0.2 vs. 1.0°C; Figures 6a and 6b).

DO depletion rates in Emerald Lake immediately following ice-on were similar among years (−0.03 to 
0.05 mg L−1 day−1; Figure 7a and Table S2). Early winter DO concentration varied less than late winter 
concentrations among years. Mean W2 DO concentration (1.27–6.84 mg L−1) varied more in Emerald Lake 
than in any of the other lakes (Table S1).

3.7.  Regression Results

3.7.1.  Ice-On DOY

Deep lakes (maximum depth > 15 m) had later ice-on dates (+14 days), and ice-on was earlier at higher 
elevations, where autumn air temperatures were lower. The best model for ice-on DOY included mean 
autumn air temperature and lake depth class (R2 = 0.33, ΔAICc > 8; Table 2 summarizes regression results, 
complete AIC tables are found in Table S4). The best single predictors of ice-on DOY were mean autumn 
air temperature (MeanAirTautumn; R2 = 0.24, ΔAICc > 6 compared to null model), elevation, lake depth class, 
and mean nighttime temperatures in autumn.
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Figure 6.  (a) Mean early winter (W1) lake temperature is more variable in small lakes. (b) Late winter lake 
temperature is related to the amount of winter snowfall (mm; black line shows regression relationship; p < 0.01; 
R2 = 0.21), which prolongs the duration of ice cover. Green squares represent five winters (WY 2016–2020) in Emerald 
Lake. Two winters (WY 2019 and 2020) are shown for other lakes (black and gray dots).
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Figure 7.  (a) Bottom water DO depletion rates after ice-on are greatest in shallow lakes (<15 m maximum depth; black 
squares) with a high fraction of littoral area relative to surface area, whereas deeper lakes (maximum depth > 15 m; 
gray dots) have low depletion rates. The black line shows the linear regression between littoral area and DO rate 
(Table 2). Green squares show Emerald lake rates for WY 2016–2020. (b) Duration of hypoxia (DO < 2 mg L−1) 
increased with ice duration (Table 2). Note: Data from Swamp Lake are excluded.

Response Climatic predictors Intrinsic predictors Dynamic lake predictors Top model ΔAICc R2 N

Ice-on DOY MeanAirTautumn (+, 0.24)
MinAirTautumn (+, 0.14)

Elevation (−, 0.20)
DepthClass (+, 0.15)

None MeanAirTautumn (+)
DepthClass (+)

9.66 0.33 31; Swamp 
2020, 

Skelton 2019

Ice-off DOY MeanAirTwinter (−, 0.56)
MeanAirTspring (−, 0.26)

Snowwinter (+, 0.24)

Elevation (+, 0.35)
Latitude (−, 0.10)

None MeanAirTwinter (−)
Snowwinter (+)

40.22 0.74 32; Swamp 2020

Ice duration MeanAirTwinter (−, 0.57)
MeanAirTspring (−, 0.34)

Snowwinter (+, 0.15)

Elevation (+, 0.44)
DepthClass (−, 0.12)

None MeanAirTwinter (−)
Snowwinter (+)

DepthClass (−)

36.50 0.71 33; none

W1 water temp None LakeSA (−, 0.16)
MaxDepth (−, 0.13)

MeanDepth (−, 0.12)
Volume (−, 0.10)

MaxTW (+, 0.14) LakeSA (−) 3.99 0.16 31; Swamp 
2020, 

Skelton 2019

W2 water temp Snowwinter (−, 0.21)
MeanAirTwinter (+, 0.14)

None IceOffDOY (−, 0.42)
IceDuration (−, 0.41)

IceOffDOY (−) 15.60 0.42 31; Swamp 
2019-2020

DO depletion rate None LittoralSA (+, 0.66)
DepthClass (−, 0.21)
MeanDepth (−, 0.20)
MaxDepth (−, 0.18)

IceOn (−, 0.12) LittoralSA (+) 32.38 0.66 31; Swamp 
2020, 

Skelton 2019

Hypoxia duration None MaxDepth (−, 0.28)
MeanDepth (−, 0.26)

LakeSA (−, 0.23)
DepthClass (−, 0.23)
LittoralSA (+, 0.22)

Volume (−, 0.16)

DOSlope (+, 0.32)
IceDuration (+, 0.14)

DOSlope (+)
MaxDepth (−)

13.13 0.40 31; Swamp 
2020, 

Skelton 2019

Note. For each response variable, we report significant climatic, intrinsic (static lake or watershed), and dynamic lake predictor variables, the direction of their 
effect (positive or negative), and the variance explained (R2). We also report predictors included in the best-fitting additive multiple regression model (Top 
Model), and metrics of fit for the best model. If multiple regression models did not improve AICc by more than 2 compared with the best single-predictor model, 
then the best single-predictor model is shown instead. ΔAICc was calculated relative to an intercept-only null model for each response variable. N is the number 
of lake-year combinations for each response variable with a complete set of predictor variables, and we report the lake-years missing from the regressions. 
MaxTW refers to maximum whole-lake temperature in the summer preceding the water year. SA refers to surface area. DepthClass is a categorical predictor 
(shallow: maximum lake depth < 15 m, deep: maximum lake depth > 15 m), and the direction of its effect refers to the “deep” category (e.g., deep lakes have 
later ice-on DOY, DepthClass effect is positive).

Table 2 
Summary of Regression Model Results
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3.7.2.  Ice-Off DOY

Spring climate variables were less important than winter climate variables for determining ice-off DOY. 
The best model for ice-off DOY included mean winter air temperature and winter snowfall (R2 = 0.74, ΔA-
ICc > 40; Table 2). The best single predictor of ice-off DOY was mean air temperature during winter (Mea-
nAirTwinter; R2 = 0.56, ΔAICc > 20), followed by elevation, mean air temperature during spring, cumulative 
snowfall during winter, and latitude.
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Figure 8.  (a–e) Inter-annual variation (WY 2016–2020) in winter snowfall (blue time series; plotting range 0–300 mm), 
ice cover (blue bar), water temperature (gray lines), and bottom water DO (mg L−1; black lines) in Emerald Lake. 
Dark blue portion of bar shows the time period corresponding to W1. In WY 2018 (c), an early ice cover developed 
in December but melted and re-formed in January. Dashed vertical lines in (b and d) show heavy snowfall resulting 
in lake temperature changes, likely due to ice submergence and mixing. Dashed lines in (c and e) show late winter 
precipitation that triggered rapid temperature and DO changes.
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3.7.3.  Ice Duration

The best multiple predictor model for ice duration included winter air temperature, winter snowfall, and 
lake depth class (R2  =  0.71, ΔAICc  >  30; Table  2); deep lakes had shorter ice duration (−41  days), and 
excluding depth class from the model worsened AICc by 5. The best single predictor of ice duration was 
mean winter air temperature (R2 = 0.57, ΔAICc > 20), followed by elevation, spring air temperature, winter 
snowfall, and lake depth class.

3.7.4.  W1 Water Temperature

None of the predictor variables explained substantial variation in W1 temperature. The single best predictor 
of under-ice water temperature in early winter was lake surface area (R2 = 0.16, ΔAICc > 2; Table 2), fol-
lowed by maximum water temperature in summer, maximum depth, mean depth, and lake volume.

3.7.5.  W2 Water Temperature

W2 temperatures were related to winter climate variables that affected ice duration and ice-off date. Ice off 
DOY and ice duration were the two best single predictors of W2 temperature (ΔAICc > 10, R2 = 0.42; ΔAICc, 
R2 = 0.41; Table 2), followed by winter snowfall (Figure 6b) and mean winter air temperature.

3.7.6.  DO Depletion Rate

Rates of bottom water DO depletion immediately after ice-on were related to lake morphology and depth, 
rather than to climatic variables. The single best predictor of initial DO decline rate was a lake's percent 
littoral area (LittoralSA; R2 = 0.66, ΔAICc > 30; Table 2 and Figure 7a), followed by lake depth class (deep 
lakes had lower DO depletion rates; Figure 7a), mean depth, maximum depth, and ice-on DOY.

3.7.7.  Duration of Hypoxia

The overall best model for bottom-water hypoxia duration included the initial rate of oxygen depletion 
under ice (DOSlope) and maximum depth (R2 = 0.40, ΔAICc > 10; Table 2), though a model with DOSlope 
and ice duration fit equally well (R2 = 0.40, ΔAICc > 10; Figure 7b). The best single predictors of hypoxia 
duration were DOSlope (R2 = 0.32, ΔAICc > 10), maximum lake depth, and mean lake depth, followed by 
lake surface area, depth class (deep lakes had shorter hypoxia duration, −62 days), percent littoral area, lake 
volume, and ice duration.

4.  Discussion
We used multiple years of high-frequency measurements from 15 morphologically diverse lakes in Califor-
nia to characterize drivers of ice cover and under-ice thermal and chemical conditions in a mid-latitude, 
snow-dominated mountain landscape. We aimed to evaluate how well conceptual models of under-ice dy-
namics developed in cold, high latitude regions (e.g., Winter I and Winter II; Kirillin et al., 2012) described 
the behavior of lakes subject to warm air temperatures and substantial inter-annual variation in snowfall. 
While lake surface area varied by an order of magnitude among our study sites (2–60 ha) and was repre-
sentative of typical lake sizes in the Sierra Nevada (Melack et al., 2021) and the most abundant range of 
lake sizes globally (Downing et al., 2006), all were relatively small, and our study was focused on dynam-
ics within these representative lake types. We found that winter air temperature and snow accumulation 
were associated with ice-off timing and ice cover duration, but that lake morphology and depth influenced 
ice-on timing and subsequent DO depletion rates. Processes affected by ice duration, such as late winter 
water temperature and the duration of bottom-water hypoxia, were indirectly affected by winter climate 
variables. Shallow lakes responded more directly to snowfall than deeper lakes, exhibiting large changes 
in temperature, DO, and SC under ice (Figure 5), likely because a larger fraction of their total volume was 
influenced by ice and snow submergence or meltwater inflows. Dynamics resembling Winter I (e.g., “dark 
mode”) were the predominant condition in most lakes due to the contribution of snowfall to lake ice cover 
across elevations. “Winter II” conditions (radiation-driven convection and mixing) likely occurred for short 
periods in most lakes, such as after ice-on but before the first snowfall, or during spring snowmelt. Winter 
II conditions also likely occurred for multiple weeks in mid-winter during the dry WY 2020, both in low 
elevation lakes (Castle, Cliff, Miller, Boundary), and in several deeper high elevation lakes (Big Bird, Dor-
othy), as evidenced by increases in sub-surface light intensity (Figure S3). Given predicted increases in air 
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temperature and declines in winter snow in the Sierra Nevada (Cayan et al., 2008; Fyfe et al., 2017), shallow 
lakes (<15 m depth) and lakes at low elevations may see more dramatic changes in thermal and chemical 
conditions. However, deeper lakes, or those situated in catchments with greater radiation or wind exposure, 
may be at greater risk of reduced ice thickness and shorter ice-cover duration, and may exhibit more Winter 
II dynamics in the future.

4.1.  Drivers of Ice-Phenology

Inter-annual and spatial variation in ice phenology of mountain lakes in California was driven by ice-off 
timing rather than ice formation timing (Figure 4). Consequently, ice phenology and ice duration respond-
ed most directly to winter snowfall and air temperature (Table 2), as has been observed in boreal lakes 
(Schindler et al., 1990), rather than to autumn or spring climate variables (Preston et al., 2016). Lake and 
watershed characteristics had minimal effects on ice phenology, though deeper lakes had later ice-on dates.

Although ice-formation is thought to be more responsive to synoptic weather events than ice breakup (Kiril-
lin et al., 2012), ice-on timing was relatively invariant among years in the study lakes—on average ice-on 
DOY varied by only 4 days between years. Autumn air temperature, which relates to latent, sensible, and 
radiative heat loss fluxes from lakes (MacIntyre & Melack, 2009; Woolway et al., 2018), explained more 
variation in ice-formation timing than any other single variable (R2 = 0.24; Table 2). However, the best 
regression model explained less than half the variation (R2 = 0.33), indicating that important processes 
were not captured by our predictor set. Synoptic weather patterns can play a large role in ice-on timing 
(Kirillin et al., 2012), but we lacked local wind or radiation data needed to model autumn heat fluxes from 
lakes. However, the invariance of ice-on DOY among years indicates that individual weather events play a 
smaller role in temperate high elevation lakes than is true for regions with more variable or extreme autumn 
weather. Rather, intrinsic characteristics such as a lake's heat capacity (i.e., volume) or susceptibility to 
wind-driven or convective heat losses (i.e., surface area, watershed slope, and aspect) may explain addition-
al variation among lakes at a given elevation. Lake surface area (fetch, exposure of lake surface to radiation), 
lake mean depth (total heat capacity and propensity for efficient mixing and heat loss), and topography 
(solar shading, wind-blocking) should all influence autumn heat losses from lakes, but these characteristics 
are often correlated and their effects difficult to distinguish using regression models. The late ice-on DOY at 
Emerald Lake in WY 2018 indicates that anomalously warm autumn air temperatures, which are occurring 
more frequently in California (Goss et al., 2020), may substantially delay ice formation in lakes where it has 
previously been temporally stable.

We expected ice-off timing to be determined by winter climate variables associated with snowpack magni-
tude (precipitation and air temperature), as well as by spring climatic conditions associated with snowmelt 
(air temperature, precipitation, and radiation; Preston et al., 2016). We found that winter climate variables 
were more predictive of ice-off date than spring climate variables, in contrast to findings for Rocky Moun-
tain lakes, where spring climate variables (April–June) determined ice-off dates (Preston et al., 2016). Our 
results agree with those of Caldwell et al. (2020), who found that winter air temperature and snowpack were 
more predictive of ice-off timing than spring variables in western US mountain lakes >1 km2, indicating 
that the magnitude of energy needed to melt the accumulated snow and ice cover is more important than 
spring weather conditions (e.g., incoming heat fluxes) for ice-off timing in systems where winter snow can 
be many meters deep.

We expected lake or watershed attributes that influence snow thickness or retention on lake ice to modify 
ice-off timing. For example, wind scour and exposure to solar radiation reduce snow thickness and may be 
more prevalent on lakes with larger surface area and fetch. Therefore, both the albedo and thickness of ice 
cover on larger lakes may be lower, promoting earlier ice breakup than for smaller lakes at the same eleva-
tion. Topographic shading in steep, north-facing basins blocks incoming radiation needed to melt snow, de-
laying snowmelt and potentially ice-off, especially in smaller lakes where shading affects more of the total 
lake surface. However, variables related to lake size, morphology, or topographic shading did not improve 
model fits to the ice-off data, in contrast to a study of high elevation lakes in the Tatra Mountains (Novikmec 
et al., 2013), where both lake depth and radiative inputs were related to ice-off dates. Given the strong theo-
retical relationship between solar radiation and rates of snow and ice melt (Leppäranta, 2015), we were sur-
prised by this finding, but lack of significance in regression models may reflect the complexity of processes 
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affecting snow retention and melt in mountainous terrain (Tennant et al., 2017). Further, we used gridded 
climate products (4 km resolution) to estimate snowfall at each lake because site-specific measurements 
were unavailable, whereas true snowfall and snow retention may have differed substantially. Finally, our 
study lakes may have been too small to show significant variation in ice breakup dynamics related to wind 
forcing or the degree of surface shading.

4.2.  Factors Regulating Winter Thermal Dynamics

Controls on under-ice thermal conditions diverged between early and late winter: lake temperature in early 
winter was not related to climate variables, whereas late winter lake temperature was related to winter cli-
mate variables and ice cover duration (Figure 6 and Table 2). For W1 lake temperature (volume-weighted 
mean), we expected climatic or morphometric variables related to autumn heat losses, mixing, and ice-on 
timing would be influential by setting the starting lake temperature at ice-on. We also expected variables 
related to the magnitude of sediment heating in summer, and thus the magnitude of sediment heat flux in 
early winter, to determine lake warming under ice. Small, shallow lakes with extensive littoral zones should 
have the largest sediment heat fluxes and warming rates because their sediments are directly exposed to 
solar radiation during summer, and a greater proportion of lake volume is in contact with sediments. Large, 
deep lakes should warm less after ice-on due to their greater volume and relatively smaller littoral zones. 
Contrary to our expectations, we found no relationships between W1 water temperature and autumn cli-
mate variables or ice-on DOY, and only very weak effects of lake size or morphology (surface area, depth, 
and volume; Figure  6 and Table  2). The fact that no predictors explained much variation in W1 water 
temperature may be related to the low among-lake variation in W1 temperature, with lake temperatures 
rarely colder than 3°C, in contrast to lakes at higher latitudes that can approach 0°C at ice-on (Terzhevik 
et al., 2009). Alternatively, the range of lake sizes in our study was small (2–60 ha), potentially limiting our 
ability to detect relationships between lake size and W1 temperature.

Ice and snow thickness and duration are intrinsically related, but they can affect late winter lake tem-
perature through several different mechanisms. Ice duration, ice-off DOY, and winter climate variables 
were the best predictors of late winter lake temperatures. Snow prolongs ice cover by contributing thermal 
mass needing to be melted, and by increasing the albedo of the ice (Caldwell et al., 2020; Sánchez-López 
et al., 2015). Thick snow shields lakes from incoming solar radiation during late winter and spring, delaying 
ice breakup and the onset of lake warming (Smits et al., 2020). This is likely a significant factor controlling 
late winter water temperature in temperate mountain lakes, which can experience winter air temperatures 
above 0°C and substantial incoming shortwave radiation (Sadro et  al.,  2018a). Heavy snowfall can sub-
merge lake ice below the water level where it melts, decreasing water temperatures in shallow lakes such 
as Emerald (Figure 8). In Emerald Lake, high snowfall reduced late winter temperatures (Figure 6b; green 
squares), but there was no significant effect of lake depth on late winter temperature in the larger data set. 
Ultimately, winter snowfall probably affects lake temperature both by prolonging ice cover and shielding 
lakes from incoming radiation, and also by contributing directly to ice submergence or snowmelt intrusions 
under ice in shallow lakes.

4.3.  Drivers of Under-Ice Oxygen Dynamics

Lake morphology, specifically the extent of shallow littoral areas relative to the total surface area, was the 
main driver of early winter oxygen dynamics in California mountain lakes (Figure  7a), similar to find-
ings from high latitude lakes in Alaska and Canada (Leppi et al., 2016; Mathias & Barica, 1980; Meding 
& Jackson, 2003). Initial rates of bottom-water DO depletion after ice-on varied considerably among lakes 
(−0.0001 to 0.322 mg L−1 day−1; Figure 7a), but within lakes, rates were similar across years. Intrinsic fea-
tures related to the size of the DO pool (e.g., lake volume) and accumulation of sediments in littoral zones 
(mean depth and percent littoral area), rather than temporal variation in climatic conditions, dictated oxy-
gen depletion rates after ice-on. In small oligotrophic mountain lakes, under-ice oxygen depletion can ap-
proach rates found in eutrophic systems but generally does not vary among years (Granados et al., 2020; but 
see Obertegger et al., 2017), perhaps because microbial communities are cold-adapted and do not respond to 
small differences in water temperature (Bertilsson et al., 2013). Despite demonstrated temperature depend-
ence of lake sediment respiration (Gudasz et al., 2010; Sobek et al., 2017), especially at low temperatures 
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(Den Heyer & Kalff, 1998; Graneli, 1978; Hargrave, 1969), bottom water temperature had no relation to DO 
depletion rates in our study, supporting findings that watershed attributes such as vegetation cover or nutri-
ent loading are more important factors at regional scales (Clow et al., 2015). Shallow lakes at high (Topaz) 
and low elevations (Miller) had high DO depletion rates (>0.1 mg L−1 day−1), indicating that despite likely 
differences in organic matter (OM) sources and composition, sediment pools of OM were sufficiently high 
to fuel comparable rates of respiration. We did not measure the organic matter content of lake sediments, 
which can influence microbial respiration rates and thus DO consumption (Terzhevik et al., 2009). Macro-
phytes and terrestrial particulate OM probably contributed a majority of the OM to littoral sediments in low 
elevation lakes, driving rapid DO depletion under ice (Meding & Jackson, 2003). Littoral zones in high ele-
vation lakes above tree-line can also contain organic-rich sediments due to benthic algae and phytoplankton 
production (Bunting et al., 2010; Gudasz et al., 2017; Thevenon et al., 2012), fueling microbial respiration 
and DO depletion at rates similar to lower elevation lakes with greater terrestrial OM loading.

Initial rates of oxygen depletion under ice, and thus the likelihood of a lake bottom developing hypoxia, 
were primarily determined by lake depth and morphology (Figure 7a). However, late winter DO concen-
trations were also influenced by winter climate variation, although the mechanisms linking winter air tem-
perature and precipitation to DO dynamics differed between deep and shallow lakes. DO declined steadily 
throughout winter in the deepest lakes (e.g., Dorothy, Ireland, Figures 2, 3, 5e,   and 5f); late winter DO 
concentrations were therefore directly determined by the duration of ice cover, and indirectly by winter 
air temperature and snowfall. In shallow lakes, DO often declined rapidly during early winter, quickly 
leading to hypoxic bottom waters; hypoxia duration was also directly related to ice cover duration in these 
lakes (Figure 7b). However, in some shallow lakes such as Emerald and Topaz, DO increased before ice-off 
following precipitation events (Figure 8c, dashed line) or during snowmelt (Figures 2, 8b, and 8d Topaz), 
which can precede ice-off by more than a month in wet years (Smits et al., 2020). Mixing associated with 
snowmelt inflows or ice and snow submergence are more likely explanations for these winter DO increases 
in shallow lakes than under-ice primary production, as they occurred concurrently with changes in lake 
temperature but without increases in sub-surface light intensity (Figures 2, 8, and S2).

4.4.  Sensitivity of Mountain Lakes to Changes in Winter Climate

Temperate mountain lakes will experience earlier ice-off and shortened ice duration in the future (Caldwell 
et al., 2020; Sadro et al., 2018a). As the ice-covered period contracts, climatic factors during autumn and 
spring will increasingly determine ice phenology and under-ice processes. Warmer air temperatures in au-
tumn will delay ice formation in most lakes, extending the ice-free period into winter months during which 
storms typically occur in California. As a result, ice formation may also become more responsive to synoptic 
weather patterns, and thus more variable among years. Shifts in the relative importance of climate variables 
controlling lake warming during summer are already apparent in low snow years (Smits et al., 2020), but 
we know little about how the loss of snow will affect climatic controls on ice cover and under-ice processes 
in mountain lakes.

Winter-time DO dynamics in mountain lakes are likely to change as ice duration shortens, the light trans-
missivity of ice increases with reduced snow cover, water temperature increases, and OM sources and load-
ing change. Low snow-cover and mid-winter ice-thinning may allow for sustained primary production un-
der the ice throughout winter (Maier et al., 2019; Obertegger et al., 2017; Salmi & Salonen, 2016), elevating 
DO in the upper water column. Increased radiation-driven convective mixing will oxygenate deeper parts 
of lakes, reducing bottom-water hypoxia. Though we did not find a significant relationship between water 
temperature and DO depletion rates, warmer water temperature may increase sediment respiration rates 
(Sobek et  al.,  2017), partly counter-acting the effects of mixing and phytoplankton productivity on DO. 
Rates of DO depletion during early winter may be higher if terrestrial OM loading to littoral zones or in-situ 
primary production during summer increase, or if winter rainfall results in OM loading. However, it seems 
more likely that winter DO concentrations will increase in most mountain lakes with reduced or intermit-
tent ice and snow cover. Higher DO may benefit overwintering aquatic organisms such as fish and amphibi-
ans, but will also shift redox conditions under ice, altering nitrogen and carbon cycling (Denfeld et al., 2018; 
Powers et  al.,  2017). Shortened duration of hypoxia will reduce anaerobic respiration pathways such as 
methanogenesis and lower methane production, but greater O2 availability may also facilitate overall higher 
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CO2 emissions at ice-off. Currently, it remains unclear how reduced ice cover and elevated DO will change 
the annual carbon balance of temperate mountain lakes.

Temperature and DO respond differently to snowfall in deep and shallow mountain lakes, indicating that 
lake depth will determine the magnitude and direction of changes in winter processes with reduced snow 
and ice cover. Larger, deeper mountain lakes may experience greater reductions in ice duration and thick-
ness, shifting from a predominantly dark, snow-covered mode to more frequent episodes of thin, clear ice 
that allow for convective mixing, photosynthesis, and higher DO concentrations. In contrast, many small, 
shallow lakes, especially at high elevation, are likely to retain snow cover because of topographic shading 
and protection from wind, and thus will probably continue to show “Winter I” type dynamics into the 
future, albeit for shorter duration. The bottom-waters of shallow lakes display more inter-annual variation 
in thermal and DO dynamics than those in deeper lakes, but they may become less variable in the future 
as the likelihood of heavy snowfall decreases. Without the episodic mixing caused by submergence of ice 
cover during snowstorms, late winter water temperature in small, shallow lakes will warm and bottom 
water DO will remain low. Alternatively, more frequent rain-on-snow events may increase mid-winter melt 
inflows, resulting in mixing and DO replenishment, though these dynamics will depend on lake morpholo-
gy, antecedent thermal stratification, and organic matter loading associated with runoff. As more than 95% 
of lakes in the Sierra Nevada are smaller than 15 ha (Melack et al., 2021), understanding the responses of 
small mountain lakes to warming winters is especially crucial for predicting lake ecosystem functioning 
at a regional scale. Future work should focus on understanding mechanistic relationships between winter 
climate variation and thermal and chemical dynamics in temperate mountain lakes, and how lake size and 
morphology mediates those relationships.

Data Availability Statement
Climate metrics, ice phenology data, and lake thermal and chemical data for all study lakes (Table S1) are 
available at the Environmental Data Initiative repository (Smits, 2021).
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