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The oceans teem with heterotrophic bacterioplankton that play an appreciable role
in the uptake of dissolved organic carbon (DOC) derived from phytoplankton net
primary production (NPP). As such, bacterioplankton carbon demand (BCD), or gross
heterotrophic production, represents a major carbon pathway that influences the
seasonal accumulation of DOC in the surface ocean and, subsequently, the potential
vertical or horizontal export of seasonally accumulated DOC. Here, we examine the
contributions of bacterioplankton and DOM to ecological and biogeochemical carbon
flow pathways, including those of the microbial loop and the biological carbon pump,
in the Western North Atlantic Ocean (∼39–54◦N along ∼40◦W) over a composite
annual phytoplankton bloom cycle. Combining field observations with data collected
from corresponding DOC remineralization experiments, we estimate the efficiency at
which bacterioplankton utilize DOC, demonstrate seasonality in the fraction of NPP that
supports BCD, and provide evidence for shifts in the bioavailability and persistence of
the seasonally accumulated DOC. Our results indicate that while the portion of DOC
flux through bacterioplankton relative to NPP increased as seasons transitioned from
high to low productivity, there was a fraction of the DOM production that accumulated
and persisted. This persistent DOM is potentially an important pool of organic carbon
available for export to the deep ocean via convective mixing, thus representing an
important export term of the biological carbon pump.

Keywords: bioavailability, bacterioplankton carbon demand, dissolved organic carbon, NAAMES, biological
carbon pump

INTRODUCTION

Phytoplankton are prolific in the world’s oceans and are recognized to be a critical source of fresh
organic matter for marine food webs and subsequently play a key role in the biogeochemical
cycling of elements. Despite representing less than 0.2% of Earth’s photosynthetic biomass, marine
phytoplankton have rapid turnover times and consequently are responsible for nearly half of
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the planet’s annual net primary production (NPP), consuming
CO2 and elemental nutrients while generating oxygen and new
organic matter (Field et al., 1998). The organic matter that is
produced is partitioned as particulate organic matter (POM)
and dissolved organic matter (DOM). This partitioning has a
profound impact on the fate and contribution of organic matter
to the biological carbon pump.

The biological carbon pump represents a combination of
processes that spatially separate organic matter (particulate and
dissolved) production from its remineralization (Passow and
Carlson, 2012; Boyd et al., 2019), including the passive sinking
flux of POM (McCave, 1975), physical deep mixing of DOM
(Copin-Montégut and Avril, 1993; Carlson et al., 1994), or
suspended POM (Dall’Olmo et al., 2016; Lacour et al., 2019), and
zooplankton-mediated transport by vertical migration (Steinberg
et al., 2000). These three export pathways can transport organic
carbon to depths where a portion remains sequestered from the
atmosphere for decades to centuries (Ducklow et al., 2001b).

Food web processes that control the production of DOM
include direct extracellular release by phytoplankton, viral-
induced or autolysis of phytoplankton cells, grazing activity (i.e.,
sloppy feeding, excretion, and egestion by microzooplankton
grazers), and solubilization of organic particles (see review in
Carlson and Hansell, 2015). Heterotrophic bacterioplankton
production (BP) is the primary conduit for the uptake of
bioavailable DOM and its passage to higher trophic levels or
remineralization, processes key to defining the microbial loop as
an important carbon-flow pathway that can modify the ocean
carbon cycle (Azam et al., 1983; Azam, 1998).

The cumulative organic carbon flux through heterotrophic
bacterioplankton, or gross BP [also termed bacterioplankton
carbon demand (BCD)], can be estimated as the sum of net
BP and the carbon that is respired as CO2 (Del Giorgio and
Cole, 1998; Ducklow et al., 2000; Carlson and Hansell, 2015).
Comparing BCD to NPP provides a useful index for evaluating
the degree to which NPP can support BCD (BCD:NPP) (Cole
et al., 1988). Reported values of BCD:NPP have been as low
as 0 (Pomeroy and Deibel, 1986; Pomeroy and Wiebe, 2001)
and have also exceeded 1 (Duarte and Agustí, 1998; Hoppe
et al., 2002). The BCD:NPP ratio is an important index that can
be used to identify regions of net heterotrophy, where the net
out-gassing of CO2 can occur (Hoppe et al., 2002), and it can
also serve as a harbinger of dissolved organic carbon (DOC)
accumulation on diel to seasonal time scales. For instance, the
enhanced primary production during a phytoplankton bloom in
the Antarctic Ross sea was matched by an increase in BCD, which
limited DOC accumulation during the phase of the bloom when
phytoplankton division outpaced loss rates (Carlson and Hansell,
2003). Conversely, over three bloom seasons in the Sargasso
sea, nearly half of the seasonally produced DOC escaped rapid
microbial degradation (i.e., low BCD:NPP), resulting in DOC
accumulation (Carlson et al., 1998).

The condition where BCD:NPP is low (i.e., DOC consumption
is unable to match the rate of DOC release) has been termed
the “malfunctioning microbial loop” (Thingstad et al., 1997).
This “malfunctioning” can arise for a number of reasons. It
can result from phytoplankton growth exceeding the metabolic

capacity of heterotrophic consumption (Ducklow et al., 1993),
the production of recalcitrant compounds (Aluwihare et al.,
1997) or precursors to recalcitrant compounds (Arakawa et al.,
2017), or the inability of a bacterioplankton assemblage to
grow on specific types of organic matter due to community
composition or gene expression (Teeling et al., 2012). It can
also result from bacterioplankton–phytoplankton competition
leading to nutrient limitation on BCD (Zweifel et al., 1995;
Cotner et al., 1997; Church, 2008) or from predation limiting
BP (Thingstad et al., 1997). It is also possible that BCD may
more closely track grazer or viral-mediated release of DOM
instead of instantaneous phytoplankton production (Kirchman
et al., 1994). Lastly, some BCD may be supported by volatile
organic compounds which are not captured in estimates of NPP
measured by contemporary methods (Davie-Martin et al., 2020;
Moore et al., 2020). A disconnect between BCD and NPP can
arise from the combined effects of any or all of these mechanisms
and can lead to the seasonal accumulation of DOC in the surface
waters, i.e., the accumulation of DOC in the euphotic zone that
is greater than the annual minimum concentration observed
during deep winter mixing. If the fraction of accumulated
DOC that is produced as, or transformed into, recalcitrant
compounds persists long enough to be vertically exported to
depth during the next winter’s convective mixing event, it can
represent an important pathway of the biological carbon pump
in systems that experience deep convective mixing or subduction
(Carlson et al., 1994).

The Western North Atlantic Ocean is a region characterized
by both massive seasonal phytoplankton blooms (Behrenfeld,
2010) and deep convective overturning events that can physically
deliver dissolved and suspended organic matter to depth (Carlson
et al., 1994; Dall’Olmo et al., 2016; Baetge et al., 2020). The
bloom conditions in the Western North Atlantic provide an
ideal system to explore the cumulative influence of microbial
processes on the accumulation, bioavailability, and persistence
of DOC, and ultimately, on the biogeochemical role of DOC in
the biological carbon pump. Here we present data collected over
a seasonal cycle as a part of the NASA North Atlantic Aerosols
and Marine Ecosystems Study (NAAMES). We combined
observations from in situ bacterioplankton measurements and
experimental DOC remineralization experiments with estimates
of net community production (NCP) partitioned as DOC (Baetge
et al., 2020): (1) examine the efficiency at which bacterioplankton
use DOC, (2) examine seasonal variability in the fraction of NPP
supporting BCD, (3) assess the bioavailability of the seasonally
accumulated DOC, and (4) evaluate how export potential of
seasonally accumulated DOC varies over a bloom cycle in the
Western North Atlantic.

MATERIALS AND METHODS

Study Region
The NAAMES program, detailed in Behrenfeld et al. (2019),
comprised of four field campaigns in the Western North Atlantic
involving ship transects between 39 and 56◦N latitude and −38
to −47◦W longitude all aboard the R/V Atlantis. NAAMES was
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designed to resolve the dynamics and drivers of the annual
phytoplankton bloom and their subsequent impacts on the
atmosphere. Each cruise accordingly took place at a different time
of the year at four different phases of the annual phytoplankton
bloom cycle. NAAMES 1 occurred in the early winter (“winter
transition”: November–December 2015), NAAMES 2 in the
late spring (“climax transition”: May 2016), NAAMES 3 in
the early autumn (“depletion phase”: September 2017), and
NAAMES 4 in the early spring (“accumulation phase”: April
2018). Station locations for all cruises are overlaid on a map
of 8-day composite chlorophyll data from NASA’s Moderate
Imaging Spectroradiometer (MODIS) collected during May 2016
(Figure 1). These data (ID: erdMH1chla8day) were retrieved

from NOAA’s ERDDAP servers1 using the package rerddap (v
0.7.4) in R (v.0.4.0).

In situ Environmental Data
All processed data, analyses, and code presented here are
available on GitHub2. NAAMES field cruise data are available
through NASA’s SeaWiFS Bio-optical Archive and Storage
System (SeaBASS)3 and the Biological & Chemical Oceanography

1https://upwell.pfeg.noaa.gov/erddap/info/erdMH1chla8day/index.html
2https://github.com/nbaetge/naames_bioav_ms
3https://seabass.gsfc.nasa.gov/naames

FIGURE 1 | Station locations for all cruises are overlain on a map of 8-day composite log-transformed chlorophyll data from NASA’s Moderate Imaging
Spectroradiometer (MODIS) collected during May 2016. NAAMES 1 occurred in the early winter (“winter transition”: November–December 2015, orange points),
NAAMES 2 in the late spring (“climax transition”: May 2016, green points), NAAMES 3 in the early autumn (“depletion phase”: September 2017, red points), and
NAAMES 4 in the early spring (“accumulation phase”: April 2018, blue points).
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Data Management Office (BCO-DMO, DOI: 10.26008/1912/bco-
dmo.824623.1). All seawater samples were collected on the
R/V Atlantis from 24 10-L Niskin bottles affixed to a Sea-Bird
Scientific SBE-911+ Conductivity-Temperature-Depth rosette.

Bacterioplankton Abundance
Bacterioplankton abundance (BA; cells l−1) were determined
over four to eight depths throughout the euphotic zone, which
ranged from 52 to 236 m. Cells were enumerated via flow
cytometry on NAAMES 1 and via epifluorescence microscopy
on the remaining cruises. Whole seawater was collected
into sterile conical centrifuge tubes. Flow cytometry samples
(2 ml) were preserved with 40 µl of 8% paraformaldehyde
(Electron Microscopy Sciences) added to each sample to a final
concentration of 0.2%. Samples were then mixed by inversion,
flash frozen with liquid nitrogen, and stored at −80◦C until
analysis (Halewood et al., 2012). Microscopy samples were
preserved with certified ACS formalin to a final concentration
of 1% (vol:vol) and stored at 4◦C until slide preparation within
36 h of collection. These preserved samples were filtered under
gentle vacuum (∼34 kPa) onto 25-mm 0.2-µm polycarbonate
(PC) membrane filters stained with Acid Black 107 (Irgalan
Black) (Hobbie et al., 1977). Cells were stained with 4’,6-
diamidino-2-phenylindole dihydrochloride (5 mg ml−1, DAPI)
under minimal lighting according to Porter and Feig (1980).
Filters were mounted onto slides with high-viscosity immersion
oil (Thermo Scientific Richard-Allan Scientific Resolve) and
stored at –20◦C until enumeration at sea and at a shore-
based laboratory. An Olympus BX51 epifluorescence microscope
with ultraviolet excitation at 1,000× magnification was used to
enumerate bacterioplankton cell abundances following Parsons
et al. (2012). Briefly, 12 fields of view were counted for each slide
and, on average, 50–60 cells were counted for each field of view.

Flow cytometry was performed following Halewood et al.
(2012) using an LSR II equipped with a 488-nm blue
laser and a high-throughput sampler [Becton Dickinson
(BD) Biosciences]. Upon analysis, the LSR II was prepared
according to the manufacturer’s guidelines. Spherotech Rainbow
calibration beads (RCP-30-5) were used according to the
manufacturer’s recommendations to diagnose cytometer laser
detection performance. Samples were processed in batches of
45, which were thawed, vortexed, transferred to a 96-well plate,
and stained with SYBR Green (100× dilution of commercial
stock, Molecular Probes, Inc.) to a final concentration of 1:10,000
(vol:vol). To ensure complete staining of bacterioplankton cells,
the plate was incubated for 15–30 min in darkness prior to
analysis on the LSR II. Each well was analyzed for up to 90 s, with
the minimum green FITC (fluorescein isothiocyanate) threshold
set to 200 nm. The population of bacterioplankton cells (events)
on the flow cytograms was interactively defined with a gate based
on the relationship between side scatter and FITC fluorescence
using FACSDiva software (BD Biosciences). Bacterioplankton
abundance was calculated from the volume analyzed and the
number of events in the gate. Internal references, consisting
of a five-point serial dilution (dilution factor of 0.5) of surface
Santa Barbara Channel seawater, were used to diagnose machine
performance prior to staining NAAMES samples. This dilution

series was prepared using whole seawater and 0.2 µm filtrate,
and each dilution was enumerated via both flow cytometry
and microscopy at the time of preparation. Several hundred
2-ml aliquots of the dilution series were fixed with 40 µl 8%
paraformaldehyde and frozen at −80◦C. Enumeration of these
archived samples provided a means to assess daily machine
performance such that large deviations between cell counts
of original and archived samples indicated potential issues
with machine fluidics or lasers. The slope (0.8) between the
flow cytometry counts of these internal references at the time
of sample analysis and the corresponding microscopy counts
attained at the time of collection were used as a correction factor
to align counts from the two enumeration methods. BA was
integrated and normalized to the depth of the euphotic zone (i.e.,
1% light level) for each station to obtain mean volumetric values.

Net Bacterioplankton Production
Net BP rates were estimated by 3H-leucine (3H-Leu)
incorporation using a modified version of the microcentrifuge
method (Smith and Azam, 1992). For each depth, a killed control
[killed immediately with 100 µl of 100% trichloroacetic acid
(TCA)] and replicate 1.6-ml seawater samples were spiked with
3H-Leu (20 nM; specific activity 50.2–52.6 Ci/mmol; Perkin
Elmer, Boston, MA, United States) and incubated for 2–3 h in the
dark at±2◦C of in situ temperature. Incubations were terminated
by adding 100 µl of cold 100% trichloroacetic acid (TCA) and
were subsequently spun on a microcentrifuge at 20,800 × g for
7 min. The supernatant from each incubation tube was decanted,
leaving a pellet that was then resuspended in 1.6 ml of 5%
TCA. A second 7-min centrifugation step was performed, the
supernatant again decanted, the remaining pellet resuspended
in 1.6 ml of 80% ethanol (vol/vol), and finally centrifugation
performed as described in Ducklow et al. (2001a). Ethanol was
decanted and 1.6 ml of Ultima Gold scintillation cocktail added
to each tube. Radioactivity was measured using a Hidex 300
Scintillation Analyzer and was corrected for quenching using
an external gamma source and a quench curve. The coefficients
of variation (CV) of assays performed following this protocol
were generally 1–15% for replicate incubations; however, the
deep samples generally had lower incorporation rates and CVs
were often between 20 and 30%. 3H-Leu incorporation rates
were converted to carbon units (µmol C l−1 d−1) using a
conversion factor of 1.5 kg C (mol leucine incorporated)−1

(Simon and Azam, 1989). BP was integrated and normalized to
the depth of the euphotic zone for each station to obtain mean
volumetric values.

Net Primary Production
Net Primary Production values (µmol C l−1 d−1) were
determined using the photoacclimation productivity model
(PPM) as reported in Fox et al. (2020). The PPM is based
on quantitative understanding of shifts in phytoplankton
chlorophyll synthesis in response to available light and nutrients
(Behrenfeld et al., 2016). These photoacclimation responses
were used to estimate depth-resolved phytoplankton growth
rates and NPP at each NAAMES station. The PPM results
exhibited strong agreement with 24-h 14C-uptake measurements
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of NPP determined at all stations occupied during the NAAMES
campaign (Fox et al., 2020). NPP was integrated and normalized
to the depth of the euphotic zone for each station to obtain mean
volumetric rate values.

Dissolved Organic Carbon
Remineralization Experiments
At each station, experiments were conducted to determine
the magnitude and rate of DOC remineralization using water
collected from within the surface 10 m (see Figure 2 for
experimental design and sampling scheme). Data from DOC
remineralization experiments are available from BCO-DMO (doi:
10.26008/1912/bco-dmo.824623.1). Water was gently gravity-
filtered through 142-mm PC filtration cartridges (Geotech
Environmental Equipment, Inc.) loaded with either a 1.2- or a
0.2-µm mixed cellulose ester membrane filter (EMD Millipore).
The 1.2-µm filtrate was retained as a bacterioplankton inoculum,
and the 0.2-µm fraction was retained as particle-free media.
The 1.2-µm filtrate retained on average 78 ± 16% of the
bacterioplankton population in whole seawater (Supplementary
Table 1). When possible, the filter cartridge was attached directly
to Niskin bottles with platinum-cured silicone tubing, and the
filtrate was collected into PC carboys. Otherwise, unfiltered
water from the Niskin was first drawn into an acid-washed
(10% HCl) and sample-rinsed PC carboy and then filtered
into another acid-washed and sample-rinsed PC carboy. Each
experiment was initiated by combining the 1.2-µm filtrate
(inoculum) with the 0.2-µm filtrate at a 3:7 ratio. A pair of acid-
washed PC incubation bottles (modified 5-l Nalgene Biotainer,
Supplementary Material) was then rinsed with this water and
subsequently filled. All carboys, tubing, and filtration rigs were
rinsed with 10% HCl, then with Nanopure water, and finally
with sample water three times before use. Membrane filters were
flushed with a minimum of 1 l of Nanopure water followed by
0.5 l of sample water prior to collecting filtrate to minimize DOC
leaching from the filters.

The experiments performed incubation in the dark and within
±1.5◦C of in situ temperatures using refrigerated incubators
(Fisherbrand Isotemp BOD). On NAAMES cruises 3 and 4,
precombusted (4 h at 450◦C) 40- and 60-ml borosilicate glass
incubation vials (Thermo Scientific) were also rinsed and filled
with initial incubation water and served as parallel incubations
to monitor changes in organic carbon. After returning to
port, the vials were shipped overnight in coolers to UC
Santa Barbara, transferred to incubators at in situ temperatures,
and periodically sampled for up to 110 days (TEnd) after the
initiation of the experiment.

Throughout the duration of each experiment, samples for BA,
bacterioplankton organic carbon (BOC), total organic carbon
(TOC), and DOC, were collected using the positive pressure
displacement system (Supplementary Material; Liu et al.,
2020). While at sea, Bacterioplankton abundance samples were
monitored daily, BOC samples were collected at the initiation
time for each experiment (T0) and during the stationary phase
(TStationary) of the bacterioplankton growth curve, and TOC and
DOC samples were collected three to six times within the first

14 days. DOC samples were also collected after returning to
port from NAAMES 2 and 4 at the 1-, 2-, and 3-month marks.
TOC samples were collected at the 1- and 2-month marks after
returning to port from NAAMES 3 and after the 1-, 2-, and
3-month marks after NAAMES 4. Bacterioplankton abundance
and BOC were not collected after returning to port from the
different cruises.

For each experiment, BOC samples were collected from the
1.2-µm filtrate (inoculum) at T0 and from each incubation bottle
at TStationary of the bacterioplankton growth curve. T0 BOC
samples were collected from the 1.2-µm filtrate instead of from
the mixed experimental water (3:7 inoculum: particle free water)
to ensure that enough cellular material was collected for later
CHN analysis, described below. Thus, T0 BOC in the incubation
bottles was estimated as 30% of the BOC measured from the
1.2-µm filtrate. For each BOC sample, 1 l of seawater was drawn
from a Biotainer and filtered through a polypropylene inline filter
cartridge (Cole-Parmer) loaded with two combusted Advantec
Grade 25-mm 0.3-µm glass fiber filters (GF75) (Stephens et al.,
2020). Two filters were used to increase cell retention (mean
78 ± 9%). Each filter was folded twice, with the sample material
on the inside, placed into separate precombusted (450◦C for 4 h)
20-ml borosilicate glass vials (Wheaton), and frozen at −20◦C.
Filters were analyzed on a Costech ECS 4010 CHNS-O elemental
analyzer by Bigelow Analytical Services, which has a detection
limit of 0.1 µg C (Bigelow Laboratory for Ocean Sciences, Maine).
At each station of NAAMES 2 and 4, 1 l of either 0.2-µm or
30-kDa tangential flow-filtration (TFF, EMD Millipore) 10-m
seawater filtrate was also filtered through a pair of stacked GF75s.
The TFF filtrate did not contain any particles greater than 30
kDa; thus, any organic matter retained on the GF75 filter after
passing 1 l of TFF filtrate through it was considered absorbed
DOC. There was no significant difference between absorbed DOC
estimates from filters treated with 0.2 µm or 30 kDa TFF seawater
(Wilcoxon p = 0.1). The average absorbed DOC estimate, 2.7 µg,
was used as a universal blank. For reference, the average carbon
value on the second (i.e., bottom) GF75 filter of the experimental
samples was 5.1± 3.5 µg, indicating the utility of using two GF75
filters to increase the retention of cell carbon.

Both a filtered DOC sample and a TOC sample were collected
to monitor changes in organic carbon over the course of each
experiment. TOC samples were corrected by the contribution
of BOC at T0 and TStationary, hereafter referred to as DOC∗
(Stephens et al., 2020; Wear et al., 2020). BA was observed
to fall to low densities by TEnd (Supplementary Figure 1), so
we considered TOC and DOC to be interchangeable by TEnd.
In the absence of BOC collections after TStationary, we did not
calculate DOC∗ at TEnd because doing so may have artificially
enhanced estimates of DOC removal. On NAAMES 2, filtered
DOC samples were displaced by positive pressure from each 5-
l Biotainer through an inline set of two precombusted GF75
filters and into two pre-combusted 40-ml borosilicate glass vials.
The collected volume was then immediately fixed by adding
50 µl of DOC-free 4-N HCl to a pH of ∼3. We not only
observed relatively clean sampling of DOC filtered directly
from the Biotainers during NAAMES but also found greater
variability in the temporal trends of DOC concentration when
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FIGURE 2 | Schematic of the initiation and incubation conditions of the DOC remineralization experiments conducted on NAAMES 2–4, detailed in section
“Dissolved organic carbon Remineralization Experiments.” Also included is a table of the sampling frequency for the incubations, in which bacterioplankton
abundance is denoted by “BA,” bacterioplankton organic carbon by “BOC,” total organic carbon by “TOC,” and dissolved organic carbon by “DOC.” “T0” refers to
the initial condition of the experiment while “TStationary” refers to the stationary phase of cell growth determined by the bacterioplankton abundance curve. Note that
T0 BOC was collected from the inoculum while TStationary BOC was collected from the bottle incubations.

the incubation water volume was less than half of the original
incubation volume, after large volumes were removed for DNA
and BOC samples at TStationary (Supplementary Figure 2). In
order to address this issue and reduce potential contamination
by handling on subsequent cruises (NAAMES 3 and 4), parallel
40- and 60-ml borosilicate glass incubation vials were added
to monitor changes in bulk TOC and DOC. The adoption of
these vials not only helped address potential contamination
from handling but also permitted the long-term monitoring
of DOC removal as vials were sampled periodically until TEnd
(Stephens et al., 2020). A direct comparison conducted on both
NAAMES 3 and 4 indicated that the filtered DOC concentrations
and corresponding DOC∗ estimates were within 10% of one
another, with a systematic positive bias of the filtered DOC
measurements relative to DOC∗ (Supplementary Figure 3). On
NAAMES 4, bacterioplankton abundance and DOC estimates
from the large-volume Biotainer and the parallel vials at
corresponding timepoints were within 7 and 5% of one another,
respectively, indicating that both incubation containers tracked
similar microbial dynamics (Supplementary Figure 4). Thus,
all analyses described below used filtered DOC for NAAMES 2
experiments and DOC∗ for NAAMES 3 and 4 experiments.

Organic carbon concentrations were determined via the
high-temperature combustion method using modified Shimadzu

TOC-V or TOC-L analyzers as described in Carlson et al.
(2010). Concentrations were quantified using standard solutions
of glucose and ultrapure (low-carbon) water. All samples
were systematically referenced against surface (5-m) water and
deep (<2000-m) Atlantic seawater that were calibrated against
consensus reference material (Hansell SSR Lot#08-18) and run
every six to eight samples (Hansell and Carlson, 1998). Typical
run sizes were kept under 35 samples to reduce salt accumulation
and instrument drift. The precision of the Shimadzu analyzers for
surface samples was within 2% CV.

Calculations of Derived Variables
Seasonally Accumulated DOC Bioavailability and
Persistence
The microbial dynamics and DOC bioavailability detailed in this
manuscript are placed in the context of seasonally accumulated
DOM for each station and cruise. The magnitude of DOC
that accumulated in excess of the annual DOC minimum
that corresponded to the maximal deep winter mixing was
determined for each station and is referred to as seasonally
accumulated DOC (DOCSA). The annual DOC minimum was
approximated for each 1◦ latitudinal bin of the NAAMES study
region according to and as reported by Baetge et al. (2020).
Briefly, observed profiles of DOC concentration at each station
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were redistributed over their corresponding local maximum
MLD that were retrieved from ARGO float observations between
May 5, 2014, and December 2, 2018 (Table 1). For each
DOC remineralization bioassay, DOCSA, µmol C l−1 was
then calculated as the difference between the initial DOC
concentration and the annual DOC minimum. Bioavailable
DOC (1DOC) for each DOC remineralization experiment was
calculated as the total removal of DOCSA over the short term
(T0 – TStationary) and long term (T0 – TEnd), expressed as
both concentration (µmol C l−1) and percentage of initial
DOCSA. 1DOC removal rates (µmol C l−1 d−1) for the
DOC remineralization experiments were calculated as 1DOC
divided by the number of elapsed days. DOCSA that persists
was calculated as concentration (µmol C l−1) and percent of
DOCSA remaining at TEnd. It is important to note that DOCSA
may be comprised of DOC compounds that had accumulated
in previous seasons. Thus, DOC removal observed in the early
autumn experiments may have reflected the removal of DOC that
had accumulated earlier in the spring, not necessarily solely DOC
produced in the autumn.

Bacterioplankton Growth Efficiencies
Bacterioplankton growth efficiency (BGE) was determined by
assessing changes in BOC from T0 to TStationary relative to
the drawdown of DOC over the same time frame in each
DOC remineralization experiment. BGE was determined by the
following equation:

BGE =
BOCStationary−BOCInitial

DOCInitial−DOCStationary
(1)

where the difference in BOC between T0 and TStationary (1BOC)
was calculated as the change in the total carbon concentration
captured on the GF75 filters divided by the simultaneous change
in DOC or DOC∗ (1DOC). The change in BOC (1BOC) was
not calculated for experiments conducted at Station 3 in the late
spring because of a lack of a BOC sample at TStationary. BGEs are
highly sensitive to changes in DOC and can be artificially inflated
when 1DOC is small; thus, we chose to be conservative by only
calculating BGEs for experiments where the removal of DOC was
greater or equal to 2 µmol C l−1.

Bacterioplankton Carbon Demand
For each cruise, BCD (µmol C l−1 d−1) was calculated as
integrated, depth-normalized in situ BP divided by the campaign-
wide mean BGE (0.26) calculated from all cruises. The fraction
of in situ NPP that can potentially support in situ BCD is
expressed as BCD:NPP.

Statistics
All statistical analyses were performed using packages in R (v
4.0.0). Bland–Altman/Tukey mean-difference analyses were used
to assess the agreement between corresponding experimental
measurements of DOC and DOC∗ as well as the dynamics
between experimental incubation containers. Agreement
statistics were computed using the function blandr.statistics
from the package blandr (v 0.5.1). The correlation between
these measurements was also evaluated using standardized

(reduced) major axis model II linear regressions. Standardized
(reduced) major axis model II linear regressions were also used
to explore the relationship between BCD and NPP. Regressions
were computed using the function lmodel2 from the package
lmodel2 (v 1.7-3). Model fits with p-values >0.05, ≤0.05, or
≤0.01 are described as “not significant,” “significant,” and “highly
significant,” respectively.

A non-parametric Kruskal–Wallis test (one-way ANOVA
on ranks) was performed on each bacterioplankton growth
metric, as well as on NPP, to assess if means across all seasons
were equivalent. If they were not equivalent, a nonparametric
Wilcoxon test was then performed post hoc to assess whether
means between two seasons were equal. Kruskal–Wallis and
Wilcoxon tests were both performed using the compare_means
function in the package ggpubr (v 0.3.0). For both tests, group
means that were likely equal, significantly different, or highly
significantly different are indicated by p-values >0.05, ≤0.05–
0.01, and ≤0.01, respectively.

RESULTS

Bacterioplankton and DOM Dynamics in
the Remineralization Experiments
Bacterioplankton generally followed the logistic model of growth
(Figure 3A). While bacterioplankton cell production was highly
variable within each season, the general trend indicated a
greater change in cell abundance in late spring relative to the
other seasons. It is notable, however, that the change in BOC
measured from T0 to TStationary was not statistically different
between seasons (Table 1, p = 0.44). This may result from
differences in cell size (not measured) or carbon per cell between
different seasons.

Dissolved organic carbon remineralization was also variable
within each season and between seasons (Figure 3B). Total short-
term DOC removal, between T0 and TStationary (5–10 days of
incubation) in each experiment, was limited to a range of 2.1–
4.3 µmol C l−1 across all seasons (Figure 3B), with no statistical
difference in the mean magnitude of DOC removed between
seasons (Figure 3B, Table 1, Kruskal–Wallis p = 0.13).

The Bioavailable Fraction of Seasonally
Accumulated DOC From DOC
Remineralization Experiments
On average, the magnitude of DOC above annual surface
minimum DOC concentration (i.e., DOCSA) increased as
stratification of the water column intensified from the early
spring (2.9 ± 1.4 µmol C l−1), to late spring (6.3 ± 2.9
µmol C l−1), and to early autumn (13.3 ± 3.6 µmol C l−1)
(Table 1). Here, we used the DOC removal from remineralization
experiments to assess the bioavailable fraction of this surface
accumulated pool (1DOC, Figure 3B). Over the spatial extent
of the NAAMES study region and the temporal period between
the early spring and early winter, the magnitude of short-term
1DOC (i.e., short-term DOC removal within 10 days) lacked
any clear seasonal trends, as noted above. Latitudinal trends in
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TABLE 1 | BGEs and DOC bioavailability from DOC remineralization experiments.

Station Latitudinal
bin
(◦N)

Longitudinal
bin
(◦W)

Max
MLD
(m)

Annual
DOC

minimum
(µmol
C l−1 )

T0

DOC
(µmol
C l−1 )

T0

DOCSA

(µmol
C l−1 )

TStationary

(days)
Tend

(days)
T0 BOC
(µmol C

l−1 )

TStationary

BOC
(µmol
C l−1 )

1BOC
(µmol
C l−1 )

TStationary

DOC
(µmol
C l−1 )

Short-term
1DOC
(µmol
C l−1 )

BGE Short-term
%1DOC

(µmol
C l−1 )

Short-term
1DOC

removal rate
(µmol
C l−1

d−1 )

TEnd

DOCSA

(µmol
C l−1 )

Long-term
1DOC

(µmol C
l−1 )

Long-term
%1DOC

(µmol
C l−1 )

Long-term
1DOC

removal
rate

(µmol
C l−1 d−1 )

Persistent
DOCSA

(µmol
C l−1 )

%
Persistent

DOCSA

Early Spring (April 2018): “Accumulation Phase”

1 39 −44 294 55.5 60.3 ± 0.6 4.8 8 84 0.1 1.1 ± 0.0 1.0 ± 0.0 56.9 ± 0.9 3.4 ± 0.2 0.30 ± 0.01 71 ± 5 0.4 ± 0.0 55.6 ± 0.2 4.7 ± 0.8 99 ± 18 0.06 ± 0.01 0 0

2 39 −41 294 55.5 58.3 ± 0.1 2.8 6 83 0.2 0.8 ± 0.1 0.6 ± 0.1 57.6 ± 0.3 NR NR NR NR 55.4 ± 0.1 3.1 ± 0.0 111 ± 0 0.04 ± 0.0 0 0

2RD 39 −40 294 55.5 59.5 ± 0.1 4.0 7 97 0.2 1.7 ± 0.1 1.5 ± 0.4 57.0 ± 0.5 NR NR NR NR 55.8 ± 0.6 3.8 ± 0.8 95 ± 20 0.04 ± 0.01 0 0

2RF 39 −40 294 55.5 58.5 ± 0.0 2.4 7 96 0.1 1.2 ± 0.0 1.1 ± 0.0 56.7 ± 0.3 NR NR NR NR 54.5 ± 0.1 4.0 167 0.04 0 0

3 44 −42 368 55.9 58.2 ± 0.3 2.3 9 82 0.1 0.7 ± 0.1 0.6 ± 0.1 57.7 ± 0.5 NR NR NR NR 55.3 ± 0.3 3.1 ± 0.6 132 ± 28 0.04 ± 0.01 0 0

4 44 −38 368 55.9 56.7 ± 0.3 0.8 9 100 0.1 0.6 ± 0.1 0.5 ± 0.1 53.9 ± 0.6 2.8 0.21 350 0.3 ± 0.1 54.1 ± 0.7 2.3 288 0.02 0 0

Overall (mean, SD) 319 ± 38 55.6 ± 0.2 58.6 ± 1.2 2.9 ± 1.4 – – 0.1 ± 0.05 1.0 ± 0.4 0.9 ± 0.4 56.6 ± 1.4 3.2 ± 0.4 0.27 ± 0.05 211 ± 197 0.4 ± 0.1 55.1 ± 0.7 3.6 ± 0.9 149 ± 73 0.04 ± 0.01 0 0

Late Spring (May 2016): “Climax Transition”

5 44 −43 368 55.9 65.7 ± 0.5 9.8 6 104 0.5 1.1 ± 0.1 0.6 ± 0.1 63.1 ± 0.8 2.6 ± 0.3 0.21 27 ± 7 0.4 ± 0.1 61.7 ± 1.1 4.0 ± 1.1 41 ± 11 0.04 ± 0.01 5.8 ± 1.1 59 ± 11

4 48 −39 508 51.3 54.7 ± 1.1 3.4 7 8 0.2 0.7 ± 0.0 0.5 ± 0.0 52.6 ± 0.0 2.1 0.24 62 0.3 53.4 ± 0.8 NR NR NR NR NR

3 50 −44 406 52.4 60.3 7.9 10 13, 110 0.4 ND ND 57.8 ± 0.6 2.5 ± 0.6 NR 32 0.3 ± 0.1 57.3 ± 0.6 3.0 38 0.03 4.9 62

2 54 −42 223 50.4 57.3 ± 0.4 6.9 8 14 0.5 1.5 ± 0.0 1.0 ± 0.0 56.5 ± 0.1 NR NR NR NR 55.0 ± 0.1 2.6 38 0.2 4.3 62

1 56 −46 110 51.2 54.5 ± 1.0 3.3 8 17 0.4 1.0 ± 0.1 0.6 ± 0.1 51.9 ± 0.5 2.6 ± 0.5 0.22 ± 0.02 77 ± 15 0.3 ± 0.1 51.2 ± 0.6 3.3 ± 0.2 98 ± 6 0.20 ± 0.01 0 0

Overall (mean, SD) 323 ± 157 52.0 ± 2.1 58.5 ± 4.7 6.3 ± 2.9 – – 0.4 ± 0.1 1.1 ± 0.3 0.6 ± 0.2 56.3 ± 4.6 2.5 ± 0.4 0.22 ± 0.01 50 ± 24 0.3 ± 0.1 55.7 ± 4.0 3.3 ± 0.7 59 ± 31 0.1 ± 0.09 3.8 ± 2.6 46 ± 31

Early autumn (September 2017): “Depletion Phase”

1 42 −43 418 55.4 66.8 ± 0.2 11.4 7 69 0.2 2.1 ± 0.4 1.9 ± 0.4 62.5 ± 0.1 4.3 ± 0.1 0.45 ± 0.11 37 ± 1 0.6 ± 0.0 62.2 ± 0.7 4.8 ± 1.2 42 ± 11 0.07 ± 0.02 6.6 ± 1.2 58 ± 11

2 44 −43 368 55.9 74.3 ± 0.7 18.4 7 68 0.5 2.5 ± 0.1 2.0 ± 0.0 73.7 ± 0.6 NR NR NR NR 68.9 ± 1.2 5.8 ± 0.8 32 ± 5 0.09 ± 0.01 12.6 ± 0.8 68 ± 5

3 47 −40 336 54.2 68.8 ± 0.8 14.6 5 66 0.7 1.6 ± 0.4 0.9 ± 0.4 66.1 ± 1.9 2.7 0.22 18 0.5 64.0 ± 0.2 4.5 ± 1.3 31 ± 10 0.07 ± 0.02 101 ± 1.3 69 ± 10

4 49 −39 448 51.6 66.1 ± 0.4 14.5 7 64 0.6 1.0 ± 0.1 0.4 ± 0.1 64.8 ± 0.4 NR NR NR NR 62.9 ± 0.2 3.8 ± 0.7 26 ± 5 0.06 ± 0.01 10.7 ± 0.7 73 ± 5

5 52 −40 330 56.0 68.8 ± 0.6 12.8 7 62 1.4 1.4 ± 0.2 0.1 ± 0.2 68.0 ± 0.2 NR NR NR NR 65.0 ± 0.4 5.3 ± 1.1 41 ± 8 0.08 ± 0.02 7.6 ± 1.1 59 ± 8

6 53 −40 231 52.7 60.5 ± 0.3 7.8 8 59 1.1 1.6 ± 0.3 0.5 ± 0.3 57.9 ± 0.1 2.6 ± 0.2 0.20 ± 0.09 33 ± 3 0.3 ± 0.0 56.6 ± 1.0 5.0 ± 1.1 64 ± 15 0.08 ± 0.02 2.8 ± 1.1 35 ± 15

Overall (mean, SD) 355 ± 76 54.2 ± 1.8 67.9 ± 4.5 13.3 ± 3.6 – – 0.8 ± 0.4 1.7 ± 0.5 1.0 ± 0.8 65.5 ± 5.3 3.2 ± 0.9 0.30 ± 0.15 29 ± 10 0.4 ± 0.1 63.2 ± 4.0 4.8 ± 1.0 40 ± 15 0.08 ± 0.02 8.4 ± 3.5 60 ± 14

Station: where experiments were conducted; Latitudinal bin: stations were binned to the nearest degree based on latitudinal coordinates; Longitudinal bin: binned to the nearest degree; Max MLD: maximum mixed
layer depth identified from ARGO profiling data between 2014 and 2018 for each latitudinal bin, detailed in Baetge et al. (2020); Annual DOC minimum: DOC concentration corresponding to the maximal deep winter
mixing, which was determined for each station as detailed in Baetge et al. (2020); DOCSA: Seasonally accumulated DOC, magnitude of DOC that accumulated in excess of annual DOC minimum; T0 DOC: initial DOC
concentration in the DOC remineralization experiments; DOCSA: seasonally accumulated DOC, calculated as T0 DOC minus the corresponding annual DOC minimum; TStationary : stationary growth phase timepoint
where BOC and DOC(*) samples were collected; TEnd : termination of experiments; T0 BOC: BOC at T0; TStationary BOC: BOC at TStationary ; 1BOC: change in BOC from T0 to TStationary ; TStationary DOC: DOC at TStationary ;
Short-term 1DOC: change in DOC from T0 to TStationary equal to bioavailable DOC, expressed as concentration, %DOCSA, and removal rate; TEnd DOC: DOC at TEnd ; Long-term 1DOC: change in DOC from T0 to
TEnd equal to bioavailable DOC, expressed as concentration, %DOCSA, and removal rate; Persistent DOCSA: the fraction of DOCSA remaining at TEnd , that is, DOCSA; Long-term 1DOC, expressed as concentration
and %DOCSA. Data represent means of replicated experiments with error representing standard deviations. NR = Not Resolvable due to DOC or TOC removal not meeting criteria of ≥ 2 µmol C l−1; ND = No Data.
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FIGURE 3 | Time series of station mean log10 cell abundance (A) and DOC/TOC (B) from DOC remineralization experiments. Data represent the change in
bacterioplankton log10 cell abundance from T0 up to 17 days or change in DOC concentration throughout the long-term incubation of up to 110 days. Late-spring
organic carbon data are from filtered DOC samples, while early spring and early autumn organic carbon data are from unfiltered TOC samples. Error bars indicate the
standard deviation between the means of replicated experiments.

short-term 1DOC were also absent within individual seasons
(Kruskal–Wallis p = 0.22 [early spring], p = 0.68 [late spring],
p = 0.19 [early autumn]). Long-term 1DOC (T0–TEnd, 13–110
days) for the spring averaged 3.4 ± 0.9 and 4.8 ± 1.0 µmol
C l−1 for early autumn (Table 1). The long-term 1DOC was
not significantly different from spring to autumn; however, there
were large seasonal differences in proportion of the 1DOC
relative to the amount of accumulated DOC (1DOC:DOCSA).
1DOC in the short term was greatest in the early spring,
representing on average 211 ± 197% of the DOCSA pool, before
decreasing to 50 ± 24% in the late spring and then to 29 ± 10%
in the early autumn. Over the long term, a similar trend was
observed in the incubations whereby the percentage of DOCSA
that was bioavailable was greatest in early spring (>140%)
and lowest (∼40%) in early autumn (Table 1). 1DOC greater
than 100% in our experiments indicated that the responding
heterotrophic bacterioplankton community was not only able to
degrade all of DOCSA but also able to remove some fraction of the
presumably lower-quality background DOC pool represented by
the annual DOC minimum. It should also be noted that DOC
contamination during post-cruise sampling in several of the late
spring (NAAMES 2) experiments precluded accurate resolution
of long-term DOC removal in four of the six sets of experiments
for that cruise (Table 1). The source of DOC contamination in
the long-term incubations remains unclear but may be related to
the increase in container surface area to seawater volume ratio
as incubation volume was drawn below 50% of initial volume
(Supplementary Figure 2). Regardless, the trend of decreasing
1DOC:DOCSA from the early spring to the early autumn is
evident from both the short-term and long-term estimates of
DOC removal within the remineralization experiments.

The seasonal progression of the relative percentage of DOCSA
that was bioavailable or that persisted was best exemplified at

latitude 44◦N, which was occupied for each of the early spring,
late spring, and early autumn cruises (Figure 4). The initial
condition of these experiments demonstrates the increasing
magnitude of the total DOCSA pool as well as the 1DOC fraction
from spring to early autumn. As described above, however,
the relative contribution of 1DOC was greatest in early spring
and decreased by late spring and early autumn. Conversely, the
fraction of the DOCSA pool persisting after ∼60 days increased
from spring to early autumn. In many cases, all of the DOCSA
determined in the spring was bioavailable on the time scales
of the remineralization experiment, whereas up to 73% of the
DOCSA pool determined for early autumn persisted over the
experimental incubation period (Table 1).

Bacterioplankton Growth Efficiencies
From DOC Remineralization Experiments
The ratio of the change in BOC from T0 to TStationary to the
corresponding change in DOC over the time frame of the
short-term incubations was used to derive estimates of BGE
for each experiment (Figure 5 and Table 1). Although there
was considerable variability in BGE within and between seasons,
ranging from 0.13 to 0.52 with a mean of 0.26, no significant
difference in BGE was found between seasons (Kruskal–Wallis
p = 0.37) or latitudinal range (Kruskal–Wallis p = 0.15).

In situ NPP and Bacterioplankton Growth
Metrics
Average NPP rates estimated over the euphotic zone, ranged from
0.11 to 3.34 µmol C l−1 d−1 and declined significantly from
late spring to early winter (Figure 6 and Table 2). Metrics of
bacterioplankton abundance and production over the euphotic
zone demonstrated similar seasonal trends, such that the range
of variability and the magnitude of rates or cell densities were
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FIGURE 4 | Bioavailability and persistence of seasonally accumulated DOC (DOCSA) at the 44◦N latitudinal bin of the NAAMES study region based on DOC
remineralization experiments. Experiments were conducted at two different stations corresponding to 44◦N in the early spring and are denoted by the solid (station 3)
and dashed lines (station 4). Data represent measurements for each incubation bottle, with error bars representing the standard deviations. The horizontal line
intersecting the y-axis at 0 represents the baseline after the annual minimum DOC concentration corresponding to the maximal deep winter mixing (Baetge et al.,
2020) has been subtracted from the measured surface DOC concentration for each season.

FIGURE 5 | Bacterioplankton growth efficiency (BGE) estimates derived from the DOC remineralization experiments. Filled circles represent individual incubations,
and filled colors represent the station where the experiment was conducted (see Table 1 for corresponding station latitudes). Boxes represent the 1.5 interquartile
range, with the internal solid line representing the median. p-values are reported for the nonparametric Kruskal–Wallis test (one-way ANOVA on ranks), which tests if
the means of all groups are equal.

greatest in late spring and lowest in autumn/winter. Significant
temporal differences in each of the bacterioplankton growth
metrics were primarily driven by the decline of those parameters

from the spring to the early autumn. Bacterioplankton abundance
ranged from 3.04 × 108 to 2.12 × 109 cells l−1, increasing
from the early to late spring before decreasing in early autumn
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FIGURE 6 | Averages of net primary production [NPP (A)], bacterioplankton production [BP (B)], and bacterioplankton abundance (C) within the euphotic zone for
each station. Boxes represent the 1.5 interquartile range, with the internal solid line representing the median. Circles represent data points. p-values are reported for
the nonparametric Kruskal–Wallis test (one-way ANOVA on ranks), which tests if the means of all groups are equal. Level of significance is also reported for the
nonparametric two-sample Wilcoxon test, which tests whether the means between two groups are equal.

(Figure 6). Net BP, ranging from 0.015 to 0.155 µmol C l−1 d−1,
never exceeded NPP, and overall net BP represented 3–25% of
NPP (Figure 6 and Table 2).

BCD was calculated for each station by dividing
measurements of net BP by the campaign-wide mean BGE
of 0.26. The seasonal change in the magnitude of BCD rates
exhibited similar patterns as NPP where rates were greatest
and most variable in the spring compared to autumn/winter
(Table 2 and Figures 7, 8). BCD ranged from 0.06 to 0.60 µmol
C l−1 d−1 and never exceeded NPP (0.11–3.34 µmol C l−1

d−1). However, BCD:NPP significantly differed between seasons
(Kruskal–Wallis p < 0.01), being driven by significant decreases
from the maximum of 70 ± 14% in early winter to 19 ± 5% in
early spring (Wilcoxon p = 0.05) and to 22 ± 10% in the late
spring (Wilcoxon p = 0.01).

DISCUSSION

This work evaluates both the ecological and biogeochemical
contribution of DOM over the progression of a composite
annual phytoplankton bloom cycle in the western North
Atlantic. Of ecological interest is the instantaneous flux and
fate of the most labile constituents of DOM through the
bacterioplankton community, whether incorporated into new
biomass with potential for trophic transfer or respired into
inorganic constituents. Of biogeochemical interest is the portion
of DOM that is produced as or transformed into more recalcitrant
compounds that can persist and potentially be exported via
mixing or subduction. Many previous studies have investigated
either the instantaneous flux of DOC (e.g., Teira et al., 2003;
Alonso-Sáez et al., 2007) or the seasonal accumulation of a
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TABLE 2 | NPP, BP, and BCD.

Station Latitudinal
Bin (◦N)

MLD.(m) Euphotic
Zone Depth

(m)

Temperature
(◦C)

Chl a (mg
m−3)

NPP (µmol C
l−1d−1)

BP (µmol C
l−1d−1)

BP:NPP (%) BCD (µmol
C l−1d−1)

BCD:NPP
(%)

Early Spring (April 2018): “Accumulation Phase”

1 39 80 106 18.3 0.67 0.60 0.03 5 0.11 19

2 39 59 ± 7 98 17.0 ± 0.01 0.73 ± 0.26 1.31 0.08 ± 0.001 6 0.30 ± 0.006 23

3 44 214 120 18.2 0.64 0.41 0.02 6 0.09 21

4 44 129 126 13.1 0.57 0.56 0.02 3 0.06 11

Overall (mean, SD) 121 ± 69 113 ± 13 16.7 ± 2.1 0.67 ± 0.15 0.84 ± 0.43 0.05 ± 0.03 5 ± 1 0.17 ± 0.12 19 ± 5

Late Spring (May 2016): “Climax Transition”

5 44 34 91 15.8 1.07 0.99 0.13 13 0.50 50

4 48 73 ± 104 116 ± 22 15.5 ± 0.03 0.85 ± 0.30 0.82 ± 0.16 0.04 ± 0.02 5 ± 1 0.17 ± 0.08 20 ± 6

3 50 9 52 8.7 5.74 3.34 0.12 4 0.45 14

0 54 13 87 3.9 0.95 1.47 0.06 4 0.23 16

2 54 23 54 5.5 3.31 2.86 0.16 5 0.60 21

1 56 34 72 3.9 1.49 1.36 0.10 7 0.38 28

Overall (mean, SD) 31 ± 23 79 ± 24 12.2 ± 5.1 1.54 ± 1.52 1.32 ± 0.88 0.07 ± 0.04 6 ± 3 0.28 ± 0.17 22 ± 10

Early Autumn (September 2017): “Depletion Phase”

1 42 38 244 18.0 0.18 0.11 0.03 23 0.10 87

2 44 38 207 8.0 0.21 0.23 0.03 14 0.12 55

3 47 17 200 16.6 0.13 0.18 0.02 8 0.06 32

4 49 40 188 10.4 0.17 0.19 0.02 11 0.08 41

5 52 17 157 8.7 0.39 0.42 0.03 6 0.10 24

6 53 35 ± 2 103 ± 6 7.3 ± 0.6 1.38 ± 0.37 0.66 ± 0.08 0.03 ± 0.01 4 ± 1 0.11 ± 0.03 17 ± 5

Overall (mean, SD) 30 ± 11 183 ± 48 9.6 ± 4.0 0.85 ± 0.67 0.46 ± 0.24 0.03 ± 0.01 8 ± 6 0.10 ± 0.03 31 ± 23

Early Winter (November – December 2015): “Winter Transition”

7 40 27 98 18.3 0.57 0.25 0.04 15 0.15 58

6 43 7 103 17.1 0.49 0.19 0.03 17 0.13 67

5 44 79 103 16.2 0.48 0.17 0.03 20 0.13 75

4 46 101 126 15.5 0.45 0.17 0.03 16 0.11 62

3 51 64 59 7.2 1.41 0.11 0.03 25 0.11 96

2 54 95 104 5.5 0.87 0.18 0.03 16 0.11 61

Overall (mean, SD) 62 ± 38 98 ± 22 13.3 ± 5.5 0.71 ± 0.38 0.179 ± 0.045 0.03 ± 0.004 18 ± 4 0.12 ± 0.02 70 ± 14

Station: where experiments were conducted; Latitudinal Bin: stations were binned to the nearest degree based on latitudinal coordinates; MLD: mixed layer depth;
Euphotic Zone Depth: 1% light level; Temperature: CTD-recorded temperature integrated and normalized to the depth of the euphotic zone; Chl a: chlorophyll a estimated
from CTD fluorescence, integrated and normalized to the depth of the euphotic zone; NPP: net primary production integrated and normalized to the depth of the euphotic
zone; BP: net bacterioplankton production integrated and normalized to the depth of the euphotic zone; BP:NPP: the ratio of BP to NPP; BCD: bacterioplankton carbon
demand or gross bacterioplankton production integrated and normalized to the depth of the euphotic zone. BCD:NPP: the ratio of BCD to NPP. Data represent means of
estimates from multiple profiles with error representing standard deviations.

persistent pool of DOC (e.g., Copin-Montégut and Avril, 1993;
Carlson et al., 1994; Børsheim and Myklestad, 1997). This study is
unique in that it evaluates both fluxes in order to better elucidate
and link how heterotrophic bacterioplankton mediate carbon
cycling in the NAAMES study region.

Assessment of BGE in the Western North
Atlantic
After DOC is assimilated by bacterioplankton, a fraction is used
to fuel anabolism while the rest is catabolized used to generate
the ATP necessary for the remaining cellular energetic demands,
such as membrane transport, cellular maintenance, and motility.
The efficiency by which natural bacterioplankton assemblages
repackage DOC into cells and transfer energy to higher trophic
levels is partially controlled by BGE (Del Giorgio and Cole, 1998;

Carlson and Hansell, 2015). The greater the BGE, the greater the
trophic link, the lower the BGE, and the greater the energetic sink
within the microbial food web (Ducklow et al., 1986).

Bacterioplankton growth efficiencies used to estimate gross
BP are either empirically determined as changes in DOC and
cell biomass (e.g., Carlson et al., 1999; Lønborg et al., 2011;
Halewood et al., 2012; Wear et al., 2015) or from measures of
BP and respiration (e.g., Reinthaler and Herndl, 2005; Alonso-
Sáez et al., 2008; Del Giorgio et al., 2011; Lønborg et al., 2011),
adopted from the literature (Marañón et al., 2007) or derived
from empirical models (Del Giorgio and Cole, 1998; Rivkin and
Legendre, 2001; Hoppe et al., 2002). Empirically determined BGE
calculations often necessitate the use of carbon conversion factors
(CCFs) to express changes in bacterioplankton cell abundance as
changes in cell carbon or O2 consumption as CO2 production.
Converting cell abundance to biomass CCFs previously reported
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FIGURE 7 | Seasonally accumulated DOC from the initial condition of the DOC remineralization experiments, which were conducted using water from the surface at
10 m (A). BGEs were applied to in situ measurements of net bacterio plankton production to estimate bacterioplankton carbon demand [BCD (B)] and the fraction of
NPP it represents (C,D). Error bars represent standard deviations.

for open ocean bacterioplankton range from 5 to >20 fg C cell−1

(Lee and Fuhrman, 1987; Fukuda et al., 1998; Gundersen et al.,
2002). The calculation of BGE is sensitive to the CCF chosen
to estimate cell carbon (Alonso-Sáez et al., 2007), and it can be
problematic to apply a single CCF across all data within a DOC
remineralization experiment, such as those presented here, as cell
sizes can change with cell growth (e.g., Liu et al., 2020; Stephens
et al., 2020). Thus, CCFs are a significant source of uncertainty for
budgets of ocean carbon flux that rely on constrained estimates of
BGEs (Lochte et al., 1993; Burd et al., 2010). Here we circumvent
the need for CCFs by directly measuring the change in BOC
collected on GF75 (nominal 0.3 µm cutoff, mean cell retention
78 ± 9%) between the initiation of the experiment (T0) and
stationary phase (TStationary) of growth in each of the DOC
remineralization experiments.

The BGEs empirically determined here occupied a small
range, with a mean of 26 ± 10% across three different seasons
and the broad spatial range of the NAAMES study region
(Table 1). These BGEs fall within the range reported for the
open ocean (1 to >60%, Del Giorgio and Cole, 1998) and
from previous phytoplankton bloom studies (5–62%, (Carlson
and Hansell, 2003; Wear et al., 2015). In the Ross Sea,
Carlson and Hansell (2003) reported that BGEs increased from

∼5% during the early phase of a phytoplankton bloom to 30–
40% in the late stage of phytoplankton bloom senescence, leading
the authors to hypothesize that the bioavailable fraction of DOM
near the end of the bloom is of a quality that readily meets the
metabolic demands of the responding in situ bacterioplankton
community. Comparatively, BGEs in the southern North Sea
were reported to decrease from 25% in the spring and summer to
14% in the fall and 5% in winter (Reinthaler and Herndl, 2005).
The authors hypothesized that the corresponding decreases in
BGE and NPP was due to a coincident decrease in DOM lability
from spring to winter. BGEs in the NW Mediterranean ranged
from 3 to 42% and were highest in the winter and spring when
chlorophyll a concentrations and rates of NPP were elevated,
suggesting that relatively high primary productivity was a source
of sustained flux of bioavailable DOM (Alonso-Sáez et al., 2008).
Wear et al. (2015) also observed a similar relationship between
the physiological state of a phytoplankton bloom and BGE
variability in the coastal upwelling system of the Santa Barbara
Channel (CA, United States). BGEs were observed to be low
(min 17%) in early bloom and then increase later (max 62%) as
phytoplankton became Si stressed. Over the same time period,
in situ DOC concentrations, DOC bioavailability, and DOC
persistence increased.
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FIGURE 8 | Standardized (reduced) major axis model II linear regression between NPP and BCD. Dotted gray lines indicate the 2.5 and 97.5% confidence intervals.

In contrast to the previous studies discussed above, our
estimates of BGE over the entire study region in the western
North Atlantic did not reveal a statistically significant seasonal
pattern (i.e., early spring [27 ± 5%], late spring [22 ± 1%], and
early autumn [30 ± 15%]; Figure 5 and Table 1). It is possible
that the heterogeneity of the physical and chemical environment
over the large geographical realm of the NAAMES region
obscured linkages between BGE dynamics and phytoplankton
bloom stages and their associated processes. In other words, the
spatial heterogeneity of the NAAMES region may overwhelm
seasonal differences. Thus, seasonality in BGE may have been
more pronounced if the empirical determinations were focused
on temporal dynamics within narrower geographic regions,
each of which may be characterized by differences in DOM
availability and bioavailability, community composition (both
phytoplankton and bacterioplankton), and nutrient availability.
We were not able to resolve significant seasonality in BGE at
∼44◦N (21%), the one station occupied in early spring, late
spring, and early autumn. Due to logistical limitations, we do
not have a similar seasonal DOM remineralization experiments
at other latitudinal regions. Thus, there are insufficient data
in this study to directly assess seasonal changes in BGEs for
other localized regions or mesoscale features (e.g., eddies) of the
Western North Atlantic, a topic for future investigation.

Seasonality in BCD and BCD:NPP Reflect
Changes in the Accumulated DOM Pool
Due to the narrow range of empirically derived BGE estimates
during the NAAMES cruises, we adopted a universal campaign
mean BGE of 26% to estimate BCD. We acknowledge that the
application of a universal BGE oversimplifies estimates of BCD

and can affect the interpretation of ocean carbon cycling and
budgets (Ducklow et al., 2002; Marañón et al., 2007; Burd et al.,
2010). Furthermore, our use of a theoretical leucine to CCF to
estimate BP also neglects variability in the fate of incorporated
leucine in bacterioplankton cells, whether used for biomass
production or respiration (del Giorgio et al., 1997). Despite these
caveats, we consider our estimates of BCD to be conservative yet
realistic of the flux of the most labile DOM required to support
gross BP for the NAAMES campaign.

Over the composite annual cycle of the broad NAAMES
study region, bacterioplankton abundance, production, and BCD
were positively correlated with seasonal variability in NPP
(Figures 6, 7B,C, 8 and Table 2). However, while the rates of NPP
and BCD were each greatest in the spring, a relatively smaller
fraction of NPP was diverted to labile DOM flux compared to
autumn, as revealed by the lower BCD to NPP ratio in the
spring (Figures 7B,C,D and Table 2). Interestingly, the spatial
variability in the scaling of BCD:NPP showed a marked decrease
as NPP increased northward in the early autumn (Figures 7C,D
and Table 2). This pattern may be due to a general timing
phenomenon where blooms peak and decline earlier in southern
latitudes than northern latitudes (Bolaños et al., 2021). Living
phytoplankton cells can release up to 80% of their primary
production as DOM via direct extracellular release, although
most studies report that extracellular release ranges between 5
and 20% of NPP (Nagata, 2008; Carlson and Hansell, 2015). If
extracellular release truly falls between 5 and 20%, then food web
interactions and DOM production processes other than direct
phytoplankton release are sources of organic matter that support
heterotrophic demand on rapid timescales. Thus, although
the organic carbon available for heterotrophic BP was largely
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constrained by NPP, it is important to recognize that there are
many food web processes that result in the production of DOC
(Carlson and Hansell, 2015) and volatile organic compounds
(Buchan et al., 2014); thus, instantaneous measures of BCD may
lag the instantaneous measures of NPP (Billen, 1990; Ducklow
et al., 2002).

The greater overall rates of net BP and BCD as well as the
elevated bacterioplankton abundances observed in the spring
periods indicate that there was a greater flux of labile DOM to
bacterioplankton at that time. However, the corresponding low
BCD:NPP suggests that a greater fraction of bloom produced
organic matter was either partitioned as POM or was exported
from the euphotic zone with a smaller fraction accumulating as
DOM. During post-bloom periods (autumn/winter), both NPP
and BCD rates decreased yet the ratio of BCD:NPP increased,
indicating that the flux of the most labile DOC became more
strongly coupled to NPP.

Seasonality in DOCSA Bioavailability and
Its Implications
The fraction of primary production partitioned as DOC that
is not readily available for rapid consumption by the existing
heterotrophic community can accumulate and persist over
time. The seasonal accumulation of this DOC, termed DOCSA,
represents a portion of NCP (i.e., export production) and, as
such, represents the DOC that is potentially available for vertical
or horizontal transport (Hansell et al., 1997; Carlson et al.,
1998; Hansell and Carlson, 1998). As previously described for
the NAAMES study region, the fraction of NCP represented as
DOCSA increased from late spring to early autumn. This seasonal
change in DOCSA:NCP indicates that a smaller fraction of NCP
is partitioned as DOC during the bloom condition (∼11%)
and becomes greater under the non-bloom conditions (∼20%)
(Baetge et al., 2020).

The successional pattern from bloom to non-bloom states
demonstrates that while there was a consistent flux of labile DOM
to fuel heterotrophic BP, there were other components of the
bulk DOC pool that were produced but remineralized on longer
timescales and subsequently accumulated over time. The present
study shows that as DOCSA:NCP increased from the “climax
transition” to the “depletion phase” of the phytoplankton bloom
cycle in the NAAMES study region (Baetge et al., 2020), the
proportion of 1DOC:DOCSA decreased and led to the buildup
of a semi-labile DOC pool (Figure 4 and Table 1). From a
biogeochemical perspective, it is this semi-labile DOC pool that
resists or escapes microbial degradation on short time scales
and persists long enough to be mixed or subducted from the
epipelagic to the mesopelagic during annual deep convective
mixing at some latitudes that represents a DOC export pathway
of the biological carbon pump (Copin-Montégut and Avril, 1993;
Carlson et al., 1994; Børsheim and Myklestad, 1997; Hansell and
Carlson, 2001; Baetge et al., 2020).

The factors that regulate DOC accumulation and its
persistence remain elusive in DOM biogeochemistry
(Benner and Amon, 2015; Carlson and Hansell, 2015). One
hypothesized factor is the “malfunctioning microbial loop” in

which heterotrophic DOC consumption is unable to match
DOC release due to inorganic nutrient limitation/competition
or from predation (Cotner et al., 1997; Thingstad et al., 1997).
The production and release of recalcitrant DOM compounds
that are intrinsically resistant to heterotrophic utilization by
eukaryotes (Aluwihare and Repeta, 1999; Mitra et al., 2014)
and prokaryotes (e.g., McCarthy et al., 1998; Kawasaki and
Benner, 2006) is another way that DOC can accumulate. The
microbial carbon pump posits that as labile DOC compounds are
utilized by heterotrophic bacterioplankton, recalcitrant DOM
by-products are produced and accumulate (Jiao et al., 2010;
Benner and Herndl, 2011). However, DOC may accumulate
not just because of its intrinsic resistance to biological uptake
and oxidation but also because the “economics” of oxidizing a
compound may vary depending on the community structure
of the heterotrophic community (Carlson et al., 2009; Treusch
et al., 2009; Giovannoni, 2017; Landry et al., 2017; Saw et al.,
2020) and the growth factors required to optimize hydrolytic
enzyme production or transport regulation (Reintjes et al.,
2020; Arnosti et al., 2021). The alternative “molecular diversity
hypothesis” proposes that it is not the inherent stability
of a DOC compound that results in its accumulation but
rather that any one of the millions of DOM compounds is
maintained at a concentration too low for a microbe to detect
or invest in uptake mechanisms for consequently allowing
the compound to accumulate (Arrieta et al., 2015). The vast
diversity of DOM molecules may control the accumulation of
otherwise bioavailable compounds, precluding any individual
molecule from approaching the chemoreceptive threshold of
prokaryotes (Kattner et al., 2011), facilitating low encounter rates
between substrate and bacteria via molecular diffusion (Stocker,
2012), and/or demanding more energy from heterotrophs
to acquire a particular substrate than they may receive from
that substrate (thermodynamic inhibition) (LaRowe et al.,
2012). Whatever the mechanisms, 1DOC:DOCSA for the
NAAMES campaign decreased from spring to early autumn
and resulted in the accumulation of a DOC pool that persisted,
potentially becoming available for vertical export during
deep winter convective mixing (Baetge et al., 2020) and
episodic deep mixing events (Omand et al., 2015; Lacour et al.,
2019).

CONCLUSION

This study allowed us to resolve the fate of DOM production
in the western North Atlantic over various temporal scales. By
combining field observations of net BP and DOC variability
(Baetge et al., 2020) with DOC remineralization experiments,
we demonstrated seasonality in the BCD:NPP ratio as well as
changes in the magnitude and bioavailability of the seasonally
accumulated DOC pool. On shorter timescales, the flux of
the most labile DOC compounds that supported instantaneous
BCD rates was greatest in the spring despite a lower BCD:NPP
ratio. During periods of low productivity (i.e., early autumn
“depletion phase” and early winter “winter transition”), rates
of NPP and BCD decreased yet a greater fraction of the daily
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NPP supported BCD. Our results also demonstrated that during
the high-productivity periods (i.e., early spring “accumulation
phase” and late spring “climax transition”) of the phytoplankton
bloom, a relatively smaller fraction of NCP was partitioned as
DOCSA. However, the DOC that did accumulate had a larger
bioavailable fraction than the DOCSA present during periods of
low productivity.

DATA AVAILABILITY STATEMENT

The datasets presented in this study can be found in online
repositories. The names of the repository/repositories and
accession number(s) can be found below: Carlson (2020)
Bacterial cell counts and dissolved organic carbon (DOC)
measurements from R/V Atlantis AT32, AT34, AT38, and AT39-
06 in the western North Atlantic Ocean (35◦N to 57◦N; 45◦W)
in November 2015, May 2016, September 2017, March/April
2018. Biological and Chemical Oceanography Data Management
Office (BCO-DMO). (Version 1) Version Date 2020-09-16
doi: 10.26008/1912/bco-dmo.824623.1.

AUTHOR CONTRIBUTIONS

NB and CC conceived the study and experimental design. NB,
CC, BS, AN, KM, and KH collected the samples. NB analyzed
the data. All authors assisted with the data reduction, contributed
to the revision and editing of the final manuscript, aware of and
accept responsibility for this manuscript, and have approved the
submitted manuscript.

FUNDING

This project was supported by the National Science Foundation
and NASA (Award Numbers NSF OCE-157943 and NASA
80NSSC18K0437 to CC). NAAMES was supported by
the NASA Earth Venture Sub-Orbital program (EVS-2,
NNX15AAF30G to MB).

ACKNOWLEDGMENTS

We thank the entire NAAMES team and the Captains, officers,
crews, and marine technicians of the R/V Atlantis for their
remarkable support. We thank Keri Opalk and Elisa Halewood
for DOC sample processing and logistical support. We recognize
Craig Burnell for BOC sample processing. We are also grateful
to Dan Repeta and Krista Longnecker, as well as UCSB EH&S
and MSI staff for logistical support. This manuscript was greatly
improved with helpful discussions and suggestions by Shuting
Liu, Anna James, Jacqui Comstock, Chance English, Dave Siegel,
and Alyson Santoro. Finally, we are grateful for the editor and the
reviewers for their time and thoughtful comments that helped to
strengthen this manuscript.

SUPPLEMENTARY MATERIAL

The Supplementary Material for this article can be found
online at: https://www.frontiersin.org/articles/10.3389/fmicb.
2021.669883/full#supplementary-material

REFERENCES
Alonso-Sáez, L., Gasol, J. M., Arístegui, J., Vilas, J. C., Vaqué, D., Duarte, C. M., et al.

(2007). Large-scale variability in surface bacterial carbon demand and growth
efficiency in the subtropical northeast Atlantic Ocean. Limnol. Oceanogr. 52,
533–546. doi: 10.4319/lo.2007.52.2.0533

Alonso-Sáez, L., Vázquez-Domínguez, E., Cardelús, C., Pinhassi, J., Sala, M. M.,
Lekunberri, I., et al. (2008). Factors controlling the year-round variability
in carbon flux through bacteria in a coastal marine system. Ecosystems 11,
397–409. doi: 10.1007/s10021-008-9129-0

Aluwihare, L. I., and Repeta, D. J. (1999). A comparison of the chemical
characteristics of oceanic DOM and extracellular DOM produced by marine
algae. Mar. Ecol. Prog. Ser. 186, 105–117. doi: 10.3354/meps186105

Aluwihare, L. I., Repeta, D. J., and Chen, R. F. (1997). A major biopolymeric
component to dissolved organic carbon in surface sea water. Nature 387,
166–169. doi: 10.1038/387166a0

Arakawa, N., Aluwihare, L. I., Simpson, A. J., Soong, R., Stephens, B. M., and
Lane-Coplen, D. (2017). Carotenoids are the likely precursor of a significant
fraction of marine dissolved organic matter. Sci. Adv. 3, 1–12. doi: 10.1126/
sciadv.1602976

Arnosti, C., Wietz, M., Brinkhoff, T., Hehemann, J. H., Probandt, D., Zeugner,
L., et al. (2021). The biogeochemistry of marine polysaccharides: sources,
inventories, and bacterial drivers of the carbohydrate cycle. Ann. Rev. Mar. Sci.
13, 81–108. doi: 10.1146/annurev-marine-032020-012810

Arrieta, J. M., Mayol, E., Hansman, R. L., Herndl, G. J., Dittmar, T., and Duarte,
C. M. (2015). Ocean chemistry: dilution limits dissolved organic carbon
utilization in the deep ocean. Science 348, 331–333. doi: 10.1126/science.
1258955

Azam, F. (1998). Microbial control of oceanic carbon flux: the plot thickens. Science
280, 694–696.

Azam, F., Fenchel, T., Field, J. G., Gray, J. S., Meyer-Reil, L. A., and Thingstad,
F. (1983). The ecological role of water-column microbes in the sea. Mar. Ecol.
Prog. Ser. 83, 257–263.

Baetge, N., Graff, J. R., Behrenfeld, M. J., and Carlson, C. A. (2020). Net community
production, dissolved organic carbon accumulation, and vertical export in the
Western North Atlantic. Front. Mar. Sci. 7:227. doi: 10.3389/fmars.2020.00227

Behrenfeld, M. J. (2010). Abandoning sverdrup’s critical depth hypothesis on
phytoplankton blooms. Ecology 91, 977–989. doi: 10.1890/09-1207.1

Behrenfeld, M. J., Moore, R. H., Hostetler, C. A., Graff, J., Gaube, P., Russell,
L. M., et al. (2019). The north atlantic aerosol and marine ecosystem study
(NAAMES): science motive and mission overview. Front. Mar. Sci. 6:122. doi:
10.3389/fmars.2019.00122

Behrenfeld, M. J., O’Malley, R. T., Boss, E. S., Westberry, T. K., Graff, J. R.,
Halsey, K. H., et al. (2016). Revaluating ocean warming impacts on global
phytoplankton. Nat. Clim. Chang. 6, 323–330. doi: 10.1038/nclimate2838

Benner, R., and Amon, R. M. W. (2015). The size-reactivity continuum of major
bioelements in the ocean. Ann. Rev. Mar. Sci. 7, 185–205. doi: 10.1146/annurev-
marine-010213-135126

Benner, R., and Herndl, G. J. (2011). Bacterially derived dissolved organic matter
in the microbial carbon pump. Science 11, 46–48.

Billen, G. (1990). Delayed development of bacterioplankton with respect to
phytoplankton: a cue for understanding their trophic relationships. Arch.
Hydrobiol. Beih. 34, 191–201.

Bolaños, L. M., Choi, C. J., Worden, A. Z., Baetge, N., Carlson, C. A., and
Giovannoni, S. (2021). Seasonality of the microbial community composition in
the North Atlantic. Front. Mar. Sci. 8:624164. doi: 10.3389/fmars.2021.624164

Frontiers in Microbiology | www.frontiersin.org 16 June 2021 | Volume 12 | Article 669883

https://doi.org/doi: 10.26008/1912/bco-dmo.824623.1
https://www.frontiersin.org/articles/10.3389/fmicb.2021.669883/full#supplementary-material
https://www.frontiersin.org/articles/10.3389/fmicb.2021.669883/full#supplementary-material
https://doi.org/10.4319/lo.2007.52.2.0533
https://doi.org/10.1007/s10021-008-9129-0
https://doi.org/10.3354/meps186105
https://doi.org/10.1038/387166a0
https://doi.org/10.1126/sciadv.1602976
https://doi.org/10.1126/sciadv.1602976
https://doi.org/10.1146/annurev-marine-032020-012810
https://doi.org/10.1126/science.1258955
https://doi.org/10.1126/science.1258955
https://doi.org/10.3389/fmars.2020.00227
https://doi.org/10.1890/09-1207.1
https://doi.org/10.3389/fmars.2019.00122
https://doi.org/10.3389/fmars.2019.00122
https://doi.org/10.1038/nclimate2838
https://doi.org/10.1146/annurev-marine-010213-135126
https://doi.org/10.1146/annurev-marine-010213-135126
https://doi.org/10.3389/fmars.2021.624164
https://www.frontiersin.org/journals/microbiology
https://www.frontiersin.org/
https://www.frontiersin.org/journals/microbiology#articles


fmicb-12-669883 June 12, 2021 Time: 16:4 # 17

Baetge et al. Flux and Fate of DOC

Børsheim, K. Y., and Myklestad, S. M. (1997). Dynamics of DOC in the Norwegian
sea inferred from monthly profiles collected during 3 years at 66◦N, 2◦E.
Deep. Res. Part I Oceanogr. Res. Pap. 44, 593–601. doi: 10.1016/S0967-0637(96)
00106-9

Boyd, P. W., Claustre, H., Levy, M., Siegel, D. A., and Weber, T. (2019). Multi-
faceted particle pumps drive carbon sequestration in the ocean. Nature 568,
327–335. doi: 10.1038/s41586-019-1098-2

Buchan, A., LeCleir, G. R., Gulvik, C. A., and González, J. M. (2014). Master
recyclers: features and functions of bacteria associated with phytoplankton
blooms. Nat. Rev. Microbiol. 12, 686–698. doi: 10.1038/nrmicro3326

Burd, A. B., Hansell, D. A., Steinberg, D. K., Anderson, T. R., Arístegui, J.,
Baltar, F., et al. (2010). Assessing the apparent imbalance between geochemical
and biochemical indicators of meso- and bathypelagic biological activity:
what the @$#! is wrong with present calculations of carbon budgets? Deep.
Res. Part II Top. Stud. Oceanogr. 57, 1557–1571. doi: 10.1016/j.dsr2.2010.
02.022

Carlson, C. (2020). Bacterial cell counts and Dissolved Organic Carbon (DOC)
measurements from R/V Atlantis AT32, AT34, AT38, and AT39-06 in the
western North Atlantic Ocean (35◦N to 57◦N; 45◦W) in Nov. 2015, May 2016,
Sep 2017, Mar/Apr 2018. doi: 10.26008/1912/bco-dmo.824623.1

Carlson, C. A., and Hansell, D. A. (2003). The contribution of dissolved organic
carbon and nitrogen to the biogeochemistry of the Ross Sea. Biogeochem. Ross
Sea 78, 123–142. doi: 10.1029/078ars08

Carlson, C. A., and Hansell, D. A. (2015). “DOM sources, sinks, reactivity, and
budgets,” in Biogeochemistry of Marine Dissolved Organic Matter, 2nd Edn,
eds D. A. Hansell and C. A. Carlson (Amsterdam: Elsevier Inc.), 65–126. doi:
10.1016/B978-0-12-405940-5.00003-0

Carlson, C. A., Bates, N. R., Ducklow, H. W., and Hansell, D. A. (1999). Estimation
of bacterial respiration and growth efficiency in the Ross Sea, Antarctica. Aquat.
Microb. Ecol. 19, 229–244. doi: 10.3354/ame019229

Carlson, C. A., Ducklow, H. W., and Michaels, A. F. (1994). Annual Flux of
dissolved organic carbon from the euphotic zone in the northwestern Sargasso
Sea. Nature 371, 405–408.

Carlson, C. A., Ducklow, H. W., Hansell, D. A., and Smith, W. O. (1998). Organic
carbon partitioning during spring phytoplankton blooms in the Ross Sea
polynya and the Sargasso Sea. Limnol. Oceanogr. 43, 375–386. doi: 10.4319/lo.
1998.43.3.0375

Carlson, C. A., Hansell, D. A., Nelson, N. B., Siegel, D. A., Smethie, W. M.,
Khatiwala, S., et al. (2010). Dissolved organic carbon export and subsequent
remineralization in the mesopelagic and bathypelagic realms of the North
Atlantic basin. Deep. Res. Part II Top. Stud. Oceanogr. 57, 1433–1445. doi:
10.1016/j.dsr2.2010.02.013

Carlson, C. A., Morris, R., Parsons, R., Treusch, A. H., Giovannoni, S. J., and
Vergin, K. (2009). Seasonal dynamics of SAR11 populations in the euphotic
and mesopelagic zones of the northwestern Sargasso Sea. ISME J. 3, 283–295.
doi: 10.1038/ismej.2008.117

Church, M. J. (2008). Resource control of bacterial dynamics in the sea. Microb.
Ecol. Ocean. 1, 335–382. doi: 10.1002/9780470281840.ch10

Cole, J., Findlay, S., and Pace, M. (1988). Bacterial production in fresh and saltwater
ecosystems: a cross-system overview. Mar. Ecol. Prog. Ser. 43, 1–10. doi: 10.
3354/meps043001

Copin-Montégut, G., and Avril, B. (1993). Vertical distribution and temporal
variation of dissolved organic carbon in the North-Western Mediterranean Sea.
Deep. Res. Part I 40, 1963–1972. doi: 10.1016/0967-0637(93)90041-Z

Cotner, J. B., Ammerman, J. W., Peele, E. R., and Bentzen, E. (1997). Phosphorus-
limited bacterioplankton growth in the Sargasso Sea. Aquat. Microb. Ecol. 13,
141–149. doi: 10.3354/ame013141

Dall’Olmo, G., Dingle, J., Polimene, L., Brewin, R. J. W., and Claustre, H. (2016).
Substantial energy input to the mesopelagic ecosystem from the seasonal
mixed-layer pump. Nat. Geosci. 9, 820–823. doi: 10.1038/ngeo2818

Davie-Martin, C. L., Giovannoni, S. J., Behrenfeld, M. J., Penta, W. B., and Halsey,
K. H. (2020). Seasonal and Spatial Variability in the Biogenic Production and
Consumption of Volatile Organic Compounds (VOCs) by Marine Plankton in
the North Atlantic Ocean. Front. Mar. Sci. 7:611870. doi: 10.3389/fmars.2020.
611870

Del Giorgio, P. A., and Cole, J. J. (1998). Bacterial growth efficiency in natural
aquatic systems. Annu. Rev. Ecol. Syst. 29, 503–541. doi: 10.1146/annurev.
ecolsys.29.1.503

del Giorgio, P. A., Cole, J. J., and Cimbleris, A. (1997). Respiration rates in bacteria
exceed phytoplankton production in unproductive aquatic systems. Nature 385,
148–151. doi: 10.1038/385148a0

Del Giorgio, P. A., Condon, R., Bouvier, T., Longnecker, K., Bouvier, C., Sherr,
E., et al. (2011). Coherent patterns in bacterial growth, growth efficiency,
and leucine metabolism along a northeastern Pacific inshore-offshore transect.
Limnol. Oceanogr. 56, 1–16. doi: 10.4319/lo.2011.56.1.0001

Duarte, C. M., and Agustí, S. (1998). The CO2 balance of unproductive aquatic
ecosystems. Science 281, 234–236. doi: 10.1126/science.281.5374.234

Ducklow, H. W., Dickson, M. L., Kirchman, D. L., Steward, G., Orchardo, J., Marra,
J., et al. (2000). Constraining bacterial production, conversion efficiency and
respiration in the Ross Sea, Antarctica, January - February, 1997. Deep. Res. Part
II Top. Stud. Oceanogr. 47, 3227–3247. doi: 10.1016/S0967-0645(00)0066-7

Ducklow, H. W., Kirchman, D. L., and Anderson, T. R. (2002). The magnitude of
spring bacterial production in the North Atlantic Ocean. Limnol. Oceanogr. 47,
1684–1693. doi: 10.4319/lo.2002.47.6.1684

Ducklow, H. W., Kirchman, D. L., Quinby, H. L., Carlson, C. A., and Dam, H. G.
(1993). Stocks and dynamics of bacterioplankton carbon during the spring
bloom in the eastern North Atlantic Ocean. Deep. Res. Part II 40, 245–263.
doi: 10.1016/0967-0645(93)90016-G

Ducklow, H. W., Purdie, D. A., Williams, P. J. L. B., and Davies, J. M. (1986).
Bacterioplankton: a sink for carbon in a coastal marine plankton community.
Science 232, 865–867. doi: 10.1126/science.232.4752.865

Ducklow, H. W., Smith, D. C., Campbell, L., Landry, M. R., Quinby, H. L., Steward,
G. F., et al. (2001a). Heterotrophic bacterioplankton in the Arabian Sea:
Basinwide response to year-round high primary productivity. Deep. Res. Part
II Top. Stud. Oceanogr. 48, 1303–1323. doi: 10.1016/S0967-0645(00)00140-5

Ducklow, H. W., Steinberg, D. K., and Buesseler, K. O. (2001b). Upper Ocean
Carbon Export and the Biological Pump. Oceanography 14, 50–54.

Field, C. B., Behrenfeld, M. J., Randerson, J. T., and Falkowski, P. (1998). Primary
production of the biosphere: Integrating terrestrial and oceanic components.
Science 281, 237–240. doi: 10.1126/science.281.5374.237

Fox, J., Behrenfeld, M. J., Haëntjens, N., Chase, A., Kramer, S. J., Boss, E., et al.
(2020). Phytoplankton growth and productivity in the western north atlantic:
observations of regional variability from the NAAMES field campaigns. Front.
Mar. Sci. 7:24. doi: 10.3389/fmars.2020.00024

Fukuda, R., Ogawa, H., Nagata, T., and Koike, I. (1998). Direct determination
of carbon and nitrogen contents of natural bacterial assemblages in marine
environments. Appl. Environ. Microbiol. 64, 3352–3358. doi: 10.1128/aem.64.
9.3352-3358.1998

Giovannoni, S. J. (2017). SAR11 bacteria: the most abundant plankton in the
oceans. Ann. Rev. Mar. Sci. 9, 231–255. doi: 10.1146/annurev-marine-010814-
015934

Gundersen, K., Heldal, M., Norland, S., Purdie, D. A., and Knap, A. H. (2002).
Elemental C, N, and P cell content of individual bacteria collected at the
Bermuda Atlantic Time-series Study (BATS) site. Limnol. Oceanogr. 47, 1525–
1530. doi: 10.4319/lo.2002.47.5.1525

Halewood, E. R., Carlson, C. A., Brzezinski, M. A., Reed, D. C., and Goodman,
J. (2012). Annual cycle of organic matter partitioning and its availability to
bacteria across the Santa Barbara Channel continental shelf. Aquat. Microb.
Ecol. 67, 189–209. doi: 10.3354/ame01586

Hansell, D. A., and Carlson, C. A. (1998). Net community production in
dissolved organic carbon. Global Biogeochem. Cycles 12, 443–453. doi: 10.1029/
98GB01928

Hansell, D. A., and Carlson, C. A. (2001). Biogeochemistry of total organic carbon
and nitrogen in the Sargasso Sea: control by convective overturn.Deep. Res. Part
II Top. Stud. Oceanogr. 48, 1649–1667. doi: 10.1016/S0967-0645(00)00153-3

Hansell, D. A., Carlson, C. A., Bates, N. R., and Poisson, A. (1997). Horizontal
and vertical removal of organic carbon in the equatorial pacific ocean: a mass
balance assessment. Deep. Res. Part II Top. Stud. Oceanogr. 44, 2115–2130.
doi: 10.1016/S0967-0645(97)00021-0

Hobbie, J. E., Daley, R. J., and Jasper, S. (1977). Use of nuclepore filters for counting
bacteria by fluorescence microscopy. Appl. Environ. Microbiol. 33, 1225–1228.

Hoppe, H. G., Gocke, K., Koppe, R., and Begler, C. (2002). Bacterial growth and
primary production along a north-south transect of the Atlantic Ocean. Nature
416, 168–171. doi: 10.1038/416168a

Jiao, N., Herndl, G. J., Hansell, D. A., Benner, R., Kattner, G., Wilhelm, S. W.,
et al. (2010). Microbial production of recalcitrant dissolved organic matter:

Frontiers in Microbiology | www.frontiersin.org 17 June 2021 | Volume 12 | Article 669883

https://doi.org/10.1016/S0967-0637(96)00106-9
https://doi.org/10.1016/S0967-0637(96)00106-9
https://doi.org/10.1038/s41586-019-1098-2
https://doi.org/10.1038/nrmicro3326
https://doi.org/10.1016/j.dsr2.2010.02.022
https://doi.org/10.1016/j.dsr2.2010.02.022
https://doi.org/10.26008/1912/bco-dmo.824623.1
https://doi.org/10.1029/078ars08
https://doi.org/10.1016/B978-0-12-405940-5.00003-0
https://doi.org/10.1016/B978-0-12-405940-5.00003-0
https://doi.org/10.3354/ame019229
https://doi.org/10.4319/lo.1998.43.3.0375
https://doi.org/10.4319/lo.1998.43.3.0375
https://doi.org/10.1016/j.dsr2.2010.02.013
https://doi.org/10.1016/j.dsr2.2010.02.013
https://doi.org/10.1038/ismej.2008.117
https://doi.org/10.1002/9780470281840.ch10
https://doi.org/10.3354/meps043001
https://doi.org/10.3354/meps043001
https://doi.org/10.1016/0967-0637(93)90041-Z
https://doi.org/10.3354/ame013141
https://doi.org/10.1038/ngeo2818
https://doi.org/10.3389/fmars.2020.611870
https://doi.org/10.3389/fmars.2020.611870
https://doi.org/10.1146/annurev.ecolsys.29.1.503
https://doi.org/10.1146/annurev.ecolsys.29.1.503
https://doi.org/10.1038/385148a0
https://doi.org/10.4319/lo.2011.56.1.0001
https://doi.org/10.1126/science.281.5374.234
https://doi.org/10.1016/S0967-0645(00)00066-7
https://doi.org/10.4319/lo.2002.47.6.1684
https://doi.org/10.1016/0967-0645(93)90016-G
https://doi.org/10.1126/science.232.4752.865
https://doi.org/10.1016/S0967-0645(00)00140-5
https://doi.org/10.1126/science.281.5374.237
https://doi.org/10.3389/fmars.2020.00024
https://doi.org/10.1128/aem.64.9.3352-3358.1998
https://doi.org/10.1128/aem.64.9.3352-3358.1998
https://doi.org/10.1146/annurev-marine-010814-015934
https://doi.org/10.1146/annurev-marine-010814-015934
https://doi.org/10.4319/lo.2002.47.5.1525
https://doi.org/10.3354/ame01586
https://doi.org/10.1029/98GB01928
https://doi.org/10.1029/98GB01928
https://doi.org/10.1016/S0967-0645(00)00153-3
https://doi.org/10.1016/S0967-0645(97)00021-0
https://doi.org/10.1038/416168a
https://www.frontiersin.org/journals/microbiology
https://www.frontiersin.org/
https://www.frontiersin.org/journals/microbiology#articles


fmicb-12-669883 June 12, 2021 Time: 16:4 # 18

Baetge et al. Flux and Fate of DOC

Long-term carbon storage in the global ocean. Nat. Rev. Microbiol. 8, 593–599.
doi: 10.1038/nrmicro2386

Kattner, G., Meinhard, S., and Koch, B. P. (2011). Molecular characterization of
dissolved organic matter and constraints for prokaryotic utilization. Science 11,
60–61.

Kawasaki, N., and Benner, R. (2006). Bacterial release of dissolved organic matter
during cell growth and decline: Molecular origin and composition. Limnol.
Oceanogr. 51, 2170–2180. doi: 10.4319/lo.2006.51.5.2170

Kirchman, D. L., Ducklow, H. W., McCarthy, J. J., and Garside, C. (1994). Biomass
and nitrogen uptake by heterotrophic bacteria during the spring phytoplankton
bloom in the North Atlantic Ocean. Deep. Res. Part I 41, 879–895. doi: 10.1016/
0967-0637(94)90081-7

Lacour, L., Briggs, N., Claustre, H., Ardyna, M., and Dall’Olmo, G. (2019). The
intraseasonal dynamics of the mixed layer pump in the subpolar north atlantic
ocean: a biogeochemical-argo float approach. Global Biogeochem. Cycles 33,
266–281. doi: 10.1029/2018GB005997

Landry, Z., Swa, B. K., Herndl, G. J., Stepanauskas, R., and Giovannoni, S. J. (2017).
SAR202 genomes from the dark ocean predict pathways for the oxidation of
recalcitrant dissolved organic matter. MBio 8:e00413-17. doi: 10.1128/mBio.
00413-17

LaRowe, D. E., Dale, A. W., Amend, J. P., and Van Cappellen, P. (2012).
Thermodynamic limitations on microbially catalyzed reaction rates. Geochim.
Cosmochim. Acta 163, 172–183. doi: 10.1016/j.gca.2012.05.011

Lee, S., and Fuhrman, J. (1987). Relationships between biovolume and biomass
of naturally derived marine bacterioplankton. Appl. Environ. Microbiol. 53,
1298–1303.

Liu, S., Parsons, R., Opalk, K., Baetge, N., Giovannoni, S., Bolaños, L. M., et al.
(2020). Different carboxyl-rich alicyclic molecules proxy compounds select
distinct bacterioplankton for oxidation of dissolved organic matter in the
mesopelagic Sargasso Sea. Limnol. Oceanogr. 65, 1532–1553. doi: 10.1002/lno.
11405

Lochte, K., Ducklow, H. W., Fasham, M. J. R., and Stienen, C. (1993). Plankton
succession and carbon cycling at 47◦N 20◦W during the JGOFS North Atlantic
Bloom Experiment. Deep. Res. Part II 40, 91–114. doi: 10.1016/0967-0645(93)
90008-B

Lønborg, C., Martínez-García, S., Teira, E., and Álvarez-Salgado, X. A. (2011).
Bacterial carbon demand and growth efficiency in a coastal upwelling system.
Aquat. Microb. Ecol. 63, 183–191. doi: 10.3354/ame01495

Marañón, E., Pérez, V., Fernández, E., Anadón, R., Bode, A., González, N., et al.
(2007). Planktonic carbon budget in the eastern subtropical North Atlantic.
Aquat. Microb. Ecol. 48, 261–275. doi: 10.3354/ame048261

McCarthy, M. D., Hedges, J. I., and Benner, R. (1998). Major bacterial contribution
to marine dissolved organic nitrogen. Science 281, 231–234. doi: 10.1126/
science.281.5374.231

McCave, I. N. (1975). Vertical flux of particles in the ocean. Deep. Res. Oceanogr.
Abstr. 22, 491–502. doi: 10.1016/0011-7471(75)90022-4

Mitra, A., Flynn, K. J., Burkholder, J. M., Berge, T., Calbet, A., Raven, J. A.,
et al. (2014). The role of mixotrophic protists in the biological carbon pump.
Biogeosciences 11, 995–1005. doi: 10.5194/bg-11-995-2014

Moore, E. R., Davie-Martin, C. L., Giovannoni, S. J., and Halsey, K. H.
(2020). Pelagibacter metabolism of diatom-derived volatile organic compounds
imposes an energetic tax on photosynthetic carbon fixation. Environ. Microbiol.
22, 1720–1733. doi: 10.1111/1462-2920.14861

Nagata, T. (2008). Organic Matter–Bacteria Interactions in Seawater. Microb. Ecol.
Ocean. 8, 207–241. doi: 10.1002/9780470281840.ch7

Omand, M. M., D’Asaro, E. A., Lee, C. M., Perry, M. J., Briggs, N., Cetinić, I., et al.
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