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Abstract

The Error Related Negativity (ERN) is thought to index a neural behavior monitoring system with
its source in anterior cingulate cortex (ACC). While ACC is involved in a wide variety of
cognitive and emotional tasks, there is debate as to what aspects of ACC function are indexed by
the ERN. In one model the ERN indexes purely cognitive function, responding to mismatch
between intended and executed actions. Another model posits that the ERN is more emotionally
driven, elicited when an action is inconsistent with motivational goals. If the ERN indexes
mismatch between intended and executed action, then it should be insensitive to motivational
valence, e.g. reward or punishment; in contrast if the ERN indexes the evaluation of responses
relative to goals, then it might respond differentially under different motivational valence. This
study used a flanker task motivated by potential reward and potential punishment on different
trials and also examined the N2 and P3 to the imperative stimulus, the response Pe, and the FRN
and P3 to the outcome feedback to assess the impact of motivation valence on other stages of
information processing in this choice reaction time task. Participants were slower on punishment
motivated trials and both the N2 and ERN were larger on punishment-motivated trials, indicating
that loss aversion has an impact on multiple stages of information processing including behavior
monitoring.
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1. Introduction

Effective behavior monitoring is critical for the efficient generation of goal-directed
behavior. An organism must continually evaluate its actions in the context of motivational
goals to determine if those actions are effective. Recent work has identified the anterior
cingulate cortex (ACC) as a nexus in the neural network of behavior monitoring, and the
Error Negativity (Ne) or Error-Related Negativity (ERN) component of the response-related
event-related potential (ERP) as an index of that system (Carter, et al., 1998; Falkenstein,
Hohnsbein, Hoormann, & Blanke, 1991; Falkenstein, Hoormann, Christ, & Hohnsbein,
2000; Gehring, Goss, Coles, Meyer, & Donchin, 1993; Gehring & Knight, 2000). The ERN
has its onset immediately following a behavioral response, reaching peak amplitude within
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100 ms of the response, is larger following incorrect responses, has a medial prefrontal scalp
distribution, and modeling places its source in the ACC (Dehaene, Posner, & Tucker, 1994;
Falkenstein, Hohnsbein, Hoormann, & Blanke, 1990; Gehring, Goss, Coles, Meyer, &
Donchin, 1993).

Anterior cingulate cortex is involved in a wide variety of functions, including attention
selection (Posner & Petersen, 1990), pain perception (Talbot, et al., 1991), decision making
(Bush, et al., 2002), emotion regulation (Davidson, Putnam, & Larson, 2000), concentration
or mental effort (Allman, Hakeem, Erwin, Nimchinsky, & Hof, 2001), conflict monitoring
or mediation (Botvinick, Cohen, & Carter, 2004; Carter, et al., 1998), and error detection
(Falkenstein, Hoormann, Christ, & Hohnsbein, 2000; Gehring, Goss, Coles, Meyer, &
Donchin, 1993). Some of these functions are ‘cold cognitive’ with little relation to affective
processes (e.g. attention control or conflict monitoring) while others are explicitly emotional
(e.g. emotion regulation). One influential perspective is that the ACC is not homogenous in
function but contains functional subdivisions, with a ventral inferior subdivision devoted to
emotional functions and a dorsal superior portion specialized for cognitive functions (Bush,
Luu, & Posner, 2000). Recent reviews have returned to more integrative perspectives,
positing that the ACC serves as an interface between cognition and emotion (Allman,
Hakeem, Erwin, Nimchinsky, & Hof, 2001), e.g. integrating negative affect, pain and
cognitive control (Shackman, et al., 2011). These integrative accounts draw on evidence
from multiple assessment modalities, including functional MRI and PET, human EEG/ERP
and MEG, and monkey single- and multi-unit recording. The theoretical questions
addressed, and the experimental designs employed, in these different neuroimaging
modalities do not completely overlap, and the results are not fully consistent, so it is not
clear what specific ACC functions are indexed by each assessment modality. The current
study specifically addresses the question of which functions are indexed by the ERN.

Reflecting the dichotomous perspective on ACC function, there are two primary classes of
theory of the function of the ACC-based behavior monitoring system as indexed by the
ERN: theories that are primarily cognitive and theories that are primarily motivational/
affective. The cognitive theories include the detection of behavioral errors (Falkenstein,
Hoormann, Christ, & Hohnsbein, 2000; Gehring, Goss, Coles, Meyer, & Donchin, 1993) or
mediation between conflicting response options (Carter, et al., 1998), while the
motivational/affective theories generally posit that the monitoring system responds to an
action that fails to meet motivational goals or a negative affective response to an ineffective
action (e.g. Phan, Don, & Scott, 2004; Suchan, Zoppelt, & Daum, 2003). The cognitive
models are linked to the motor system (Holroyd, 2001; Holroyd & Coles, 2002) while the
motivational models are more closely tied to affective systems (Hajcak, Moser, Yeung, &
Robert F. Simons, 2005; Luu, Collins, & Tucker, 2000)). While the ERN is independent of
the specific motor response (e.g. an equivalent ERN is produced by finger versus hand
responses or hand versus foot responses; Holroyd, Dien, & Coles, 1998), the error detection
and response conflict theories explicitly link the monitoring system’s response to either a
mismatch between intended and executed motor actions or high activation levels among
multiple motor programs vying for access to effectors thus requiring some mediation
between those motor programs (Carter, et al., 1998; Holroyd & Coles, 2002). However,
some studies have shown that motivational state (Boksem, Meijman, & Lorist, 2006;
Hajcak, Moser, Yeung, & Robert F. Simons, 2005) or trait (Luu, Collins, & Tucker, 2000;
Pailing & Segalowitz, 2004) can impact the ERN, suggesting that the behavior monitoring
system performs a function other than the simple detecting behavioral errors or mediation
between competing response options, perhaps performing some evaluation of executed
actions in the context of motivational goals (Phan, Don, & Scott, 2004; Suchan, Zoppelt, &
Daum, 2003).
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The behavior monitoring system is not equally engaged by all errors, rather the system is
differentially engaged by errors with greater motivational value (Hajcak, Moser, Yeung, &
Robert F. Simons, 2005). For example, the ERN is larger when motivation is increased by
telling participants that their performance is being evaluated or compared with the
performance of others (Boksem, Meijman, & Lorist, 2006; Hajcak, Moser, Yeung, &
Simons, 2005). The ERN is also larger when there is a monetary incentive (appetitive
motivation) for accurate performance (Boksem, Meijman, & Lorist, 2006; Hajcak, Moser,
Yeung, & Simons, 2005). In addition to experimental manipulation, a number of studies
have examined how individual differences in motivation impact the ERN. Depressed
individuals and individuals with borderline personality disorder have a reduced ERN
amplitude to errors (Ruchsow, et al., 2006a; Ruchsow, et al., 2006b) while patients with
obsessive-compulsive disorder and individuals who score high on self-reported obsessive-
compulsive personality traits have larger ERNs compared to control participants (Gehring,
Himle, & Nisenson, 2000) (Hajcak & Simons, 2002), presumably because the former care
less and the latter care more about the consequences of their actions. Luu, Collins, and
Tucker (2000) found that individuals scoring high on self-reported negative affect had larger
ERNSs on early trials and smaller ERNs on later trials within an experimental session and
interpreted this as indicating that these individuals were more motivated to avoid the
aversive affect associated with mistakes early in the experiment session but later, once they
discovered that they were unable to completely avoid making mistakes, they motivationally
disengaged from the task (i.e. stopped caring). Other personality characteristics associated
with poor self-regulation have been linked to reduced efficiency in the behavior monitoring
system via the ERN. Individuals who self-report as more externalizing, a personality
construct associated with reduced impulse control, and individuals who are behaviorally
impulsive, also show a reduced ERN to errors (Hall, Bernat, & Patrick, 2007; Ruchsow,
Spitzer, Gron, Grothe, & Kiefer, 2005). Pailing & Segalowitz (2004) found that individuals
high on neuroticism had a larger ERN when their task performance was motivated by
external rewards as opposed to the internal motivation to perform well.

The above results indicate that motivation has an impact on behavior monitoring. There are
two basic motivation valences: appetitive and aversive (Gray, 1981). The behavior
monitoring system has been theoretically linked to appetitive motivation via the
mesotelencephalic dopaminergic reward system (Holroyd & Coles, 2002), however the ERN
has also been described as reflecting negative affect that results from behaviors that fail to
meet outcome expectation (Hajcak, McDonald, & Simons, 2004; Luu, Collins, & Tucker,
2000). Thus it is not clear if the behavior monitoring system is engaged preferentially by
appetitive or aversive mativation or is equally engaged by both. Individuals who score high
on the punishment-related BIS scale on the Carver & White BIS/BAS self-report inventory
of Gray’s Behavioral Inhibition System (BIS: aversive motivation) and Behavioral
Activation System (BAS: appetitive mativation) systems (Carver & White, 1994; Gray,
1981) have a larger ERN to errors, but there is no relationship between ERN and BAS score,
suggesting a preferential link between behavior monitoring and the aversive motivation
system (Boksem, Tops, Wester, Meijman, & Lorist, 2006). Few studies have directly
contrasted the impact of positive and negative motivation on the ERN. Dikman and Allen
(2000) used appetitive mativation (money for correct responses) and aversive motivation
(unpleasant tones to errors) and found that appetitive and aversive motivation produced
equivalent ERN amplitude in highly socialized individuals but participants that scored low
on self-reported socialization had a smaller ERN when motivated by punishment, indicating
less punishment sensitivity in these individuals. However the rewarding and punishing
motivators in that study differed on several dimensions other than valence: the rewards were
signaled visually, the punishments auditorially, and the rewards were a secondary motivator
(symbol indicating that money would be given later) while the punishments were primary
(unpleasant sounds), making interpretation difficult. Additionally the rewarding and
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punishing motivations took place in different blocks, allowing other processes, like arousal,
to have an impact. Potts, George, Martin, & Barratt (2006) used a task with trial-by-trial
interspersed monetary gain and loss trials, with motivation type indicated by stimulus
identity, and found that individuals scoring low on self-reported impulsivity had larger
ERNSs on punishment motivated trials but that high impulsives had equivalent ERN
amplitude across motivation type, indicating that threat of punishment increased behavior
monitoring, but only in low impulsive individuals. Thus in both the Dikman and Allen
(2000) and Potts et al. (2006) studies aversive motivation enhanced the ERN, but only in
subsets of the participants, leaving unclear whether this punishment enhancement is a
general characteristic of the ERN or rather reflects aspects of the individual.

Much of the work relating the behavior monitoring system to explicit reward and
punishment has used an ERP component related to the ERN, the feedback-related negativity
(FRN). If the participant does not know which response is correct at response execution,
then there is no response-related ERN. However, if the participant is provided with
informative feedback as to the correctness of their response, then an FRN is elicited to
feedback indicating that their response was incorrect (Miltner, Braun, & Coles, 1997).
Subsequent studies have shown than an FRN is elicited to stimuli signaling events other than
simple behavioral errors; an FRN is also elicited in monetarily motivated choice option tasks
to selections that result in an outcome that is not the best available on that trial (Gehring &
Willoughby, 2002; Hajcak, Holroyd, Moser, & Simons, 2005; Holroyd, Larsen, & Cohen,
2004; reviewed in Nieuwenhuis, Holroyd, Mol, & Coles, 2004). Thus is it clear that the
FRN responds differentially to losses and gains, rather than to simple behavioral error,
particularly since an FRN can be elicited to reward expectation violations in the absence of
any motor action ( e.g. Potts, Martin, Burton, & Montague, 2006). However there is not
complete agreement to what extent the ERN and FRN reflect the same, different, or partially
overlapping cognitive operations and neural systems. For example, Miltner, Braun, & Coles
(1997) reported that the response- and feedback-related negativities had the same medial
frontal scalp distribution, concluding that they reflected activity in the same neural system,
while Gehring & Willoughby (2004) and Potts, Martin, Kamp, & Donchin (2011) reported
that the reward outcome-related FRN had a more anterior distribution than the response-
related ERN, indicating at least some difference in neural systems reflected by the
components (see review in Nieuwenhuis, Holroyd, Mol, & Coles (2004) for a more
complete discussion). Potts et al. (2011), using principal components analysis (PCA), found
that the response-locked ERN was described by a single ‘ERN’ principal component while
the FRN had two subcomponents, an ‘ERN’ ACC subcomponent and a more frontal
subcomponent, perhaps reflecting activity in orbitofrontal cortex. Thus the cognitive
operations and neural systems indexed by the ERN and FRN may only partially overlap, and
theoretical conclusions drawn from FRN findings may not fully generalize to the ERN.

The current study examined the impact of motivation on the ERN in a modification of the
Eriksen flanker task (Eriksen & Eriksen, 1979) with punishment and reward incentives, in a
sample of 64 participants. Our prior study (Potts, George, Martin, & Barratt, 2006) used a
similar design and found an impact of motivation but only in the 18 out of the 37 total
participants that scored low on impulsivity. That study used non-standard flanker stimuli
(T’s and N’s), and also the rewarding stimulus was always the ‘T’ and always required a
right-hand response, confounding stimulus identity and response hand with motivation type.
The current design used the letters ‘S’ and “H’ as stimuli and counterbalanced rewarding and
punishing stimuli and response hand. If the behavior monitoring system performs a purely
cognitive operation, as proposed by the cognitive/motor theories, i.e. detecting mismatch
between intended and executed motor response or mediation between conflicting response
options, then motivation type should have no impact on the ERN. However, if the
motivation type has an impact on the ERN, that would be more consistent with the
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motivational/affective theories that posit that the behavioral monitoring system, as indexed
by the ERN, is performing an evaluative operation, evaluating actions in the context of
motivational goals.

Response monitoring is only one of the cognitive operation involved in this choice reaction
time task; others include formation of the stimulus percept and attention to the task-relevant
features, activating the correct stimulus-response mapping in the presence of a conflicting
information, activating and executing the correct response option, monitoring response
execution for error, evaluating the outcome of the executed action, and updating internal
models of the task context when the outcome violates expectation. Many of these operations
also have ERP indices and we examined some of those indices for effects of motivational
valence, specifically the medial frontal N2 to the stimulus and FRN to the outcome
feedback, and the centroparietal P3 to the stimulus, error positivity (Pe) to the response, and
P3 to the feedback.

2. Methods
2.1 Participants

Seventy-seven undergraduates at the University of South Florida participated for psychology
course credit. Seven participants performed at less that 50% accuracy in any condition and
were eliminated from further analysis. Data from seven participants was eliminated from the
stimulus-locked, six participants from the response-locked, and nine from the response-
locked analyses because of excessive artifact (fewer than 20 clean trials in one or more
conditions) in their EEG leaving 63 participants in the response-locked and 64 participants
in the response-locked, and 61 participants in the feedback-locked datasets; for the 64
participants set: 47 females, 58 right handed, mean age 20.27 (SD = 2.27, range 18 — 27).

2.2 Stimuli and Task

This study used a flanker task, in which one of two critical central letters, an S or an H, was
flanked to the right and left by distracter letters (Eriksen & Eriksen, 1979). In some cases the
flankers matched the central letter (HHHHH or SSSSS), sometimes they matched the other
letter (HHSHH, SSHSS). Subjects responded in a two-choice, forced-alternative manner,
pressing a left-hand response-pad key to one central letter, a right-hand key to the other. One
letter was potentially rewarding in that participants received a monetary reward for correct
responses to that stimulus but no consequence for incorrect responses, while the other letter
was potentially punishing in that participants lost money for incorrect responses to that letter
while receiving nothing for correct responses (rewarding stimulus and response hand
mappings were counterbalanced across subjects).

A trial began with a fixation cross (which was onscreen any time another stimulus was not)
being replaced by a asterisk warning symbol, followed 800 ms later by the five-letter string
that remained onscreen for 100 ms. Subjects had 600 ms from stimulus onset to respond
(late responses were counted as errors to the participant; the restricted response window was
included to place time pressure on the participants to make the error rate on incongruent
trials approximately 80%, based on our prior studies). Two hundred and thirty ms after the
end of the response period a feedback appeared for 1000 ms reporting the outcome of the
current trial and the running total of money in the subject’s “bank”, replaced with the
fixation cross for the inter-trial interval which varied randomly between 500 — 1500 ms.
Participants started with $5 (US) and each correct response on a reward-motivated trial was
rewarded with $.05 while each incorrect response on a punishment-motivated trial lost $.05.
There were 12 blocks of 80 trials each for 960 trials total with congruent and incongruent
and reward and punishment trials distributed randomly and equiprobably across the
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experiment (240 each condition crossing congruence with motivation). Participants were
told they would at least leave with the initial $5 regardless of performance. Participants were
paid their winnings in cash at the end of their session.

2.3 Behavioral Analysis

Behavior was analyzed for accuracy and speed within each condition: congruent and
incongruent stimuli, reward and punishment motivated trials, and, for reaction time (RT),
correct and error responses, using repeated-measures ANOVAs with paired t-tests to test
individual contrasts within significant interactions. Responses with reaction times less than
100 ms (including no-response trials) or over 1000 ms were considered invalid trials and not
included in the behavioral analysis.

2.4 ERP Acquisition and Analysis

The EEG was acquired continuously using a 128 channel Electrical Geodesics System 250
using Geodesic Sensor Nets with built-in electrodes at the supra- and sub-orbital locations
and near the external canthi, employing Netstation software for acquisition and signal
processing (EGI, Eugene, OR). Electrode impedance was maintained below 50 k-Ohm as
per the manufacturer’s recommendation for the high input stage impendence of the system
amplifier. The EEG recorded referenced to the vertex with .01 Hz highpass and 100 Hz
lowpass analog filtering, and digitized at 250 Hz. The EEG was then digitally filtered at 20
Hz lowpass, and segmented into epochs spanning 200 ms before and 800 ms after the
imperative and feedback stimuli and 100 ms before to 500 ms after the keypress response.
The segments screened for artifact using Netstation automated artifact rejection (e.g. eye
blinks and lateral eye movements and absolute excursions of more than 200 pV), and the
artifact-free segments averaged for each subject into four conditions: Reward Correct,
Reward Error, Punish Correct, Punish Error to create the ERPs (correct trials were those in
which the participant pressed the correct key and the RT was faster than the 600 ms limit,
incorrect trials were when the participant pressed the incorrect key but within the time limit;
ERPs from the slow trials in which the participant pressed either key with an RT of longer
than the 600 ms time limit are not presented here). The EEG from the congruent and
incongruent trials were averaged together as there were few errors in the congruent trials.
The ERPs were baseline corrected over the 200 ms pre-stimulus period for the stimulus-
related ERP and the 100 ms pre-response period for the response-related ERP and
rereferenced into an average reference representation (Dien, 1998).

In the stimulus-related ERP the N2 was extracted from 300 — 400 ms post-stimulus from a
frontocentral region of interest (ROI) consisting of 8 electrodes surrounding FCz in the
Geodesic Sensor Net and the P3 from 350 — 480 ms from a centroparietal ROI consisting of
10 electrodes near Pz. In the response-related ERP the ERN was extracted from 0 — 100 ms
post-response from the same frontocentral ROI as the N2 and the error positivity (Pe) was
extracted from 200 — 350 ms post-response from the same centroparietal ROI as the P3. In
the feedback-related ERP the FRN was extracted from 275 — 375 ms from the frontocentral
ROI and the P3 from 300 — 500 ms from the centroparietal ROI (see Figure 1). The
stimulus-related N2 and P3 were cast into repeated-measures ANOVAs with Motivation
(Reward, Punishment) and Stimulus (Congruent, Incongruent) as factors. The ERN, Pe,
FRN, and feedback P3 were cast into repeated-measures ANOVAs with Motivation
(Reward, Punish) and Response (Correct, Error) as factors.
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3. Results

3.1 Behavioral Results

Five of the participants were 100% accurate in one of the congruent flanker conditions thus
with no reaction time data for the congruent error condition in the analysis model. Therefore
only data from the 59 participants who had no missing cells were included in the reaction
time analysis.

Mean reaction times by condition are shown in Table 1. Participants were slower to respond
when the flankers were incongruent with the critical central stimulus, F(1, 58) = 6.63, p <.
05. Participants were slower on punishment motivated trials, F(1, 58) = 15.72, p < .001, and
when making correct responses, F(1, 58) = 37.89, p < .0001. Stimulus congruence interacted
with response correctness, F(1, 58) = 32.01, p < .0001, indicating that participants were
slower on the incongruent flanker trials but only when responding correctly. The Motivation
x Response interaction was marginally significant, F(1, 58) = 3.65, p = .062, indicating that
the RT on punishment motivated trials was slower when the response was correct. The
three-way Flanker x Motivation x Response interaction was also significant, F(1, 58) = 5.99,
p < .05, indicating that the motivation and flanker effects combined to make the slowest
responses on punishment motivated incongruent trials but only when the participants were
responding correctly.

Participants were more accurate on the congruent (94.7% correct responses, SD 5.2) than
incongruent (82.2%, SD = 9.7) trials, F(1, 63) = 271.41, p < .0001. Participants were
marginally more accurate on reward (89.0%, SD = 9.7) than punishment (87.9, SD = 10.2)
motivated trials, F(1, 63) = 3.13, p =.082. The Stimulus x Mativation interaction also
approached significance, F(1, 63) = 3.42, p = .07, suggesting that the motivation difference
in accuracy was only present on incongruent trials.

3.2 ERP Results

The waveforms for the stimulus, response, and feedback ERPs from the medial frontal and
centroparietal ROIs are show in Figure 1 with the analysis windows delimited.

3.2.1 Stimulus-related ERP—For the N2 there were main effects for Stimulus, F(1, 62)
=79.96, p < .001, with more negativity on incongruent than congruent trials, and
Motivation, F(1, 62) = 23.97, p < .001, with more negativity on punishment motivated trials.
While the waveform plots suggest that the motivation effect was more pronounced on
incongruent trials, this was not a significant interaction (p > .2).

For the P3 there was a main effect for Stimulus, F(1, 62) = 3.33, p < .05, with less positivity
on the incongruent trials. This effect was modified by interaction with Motivation, F(1, 62)
=1.33, p < .05, showing that the reduced positivity on incongruent trials was only present
when the trials were punishment motivated.

3.2.2 Response-related ERP—There was a main effect for Response, F(1, 63) = 98.00,
p <.001 on the ERN, showing that the ERN to the error responses was more negative.
Response was modified by interaction with Motivation, F(1, 63) = 6.67, p < .05, indicating
that the ERN was more negative to errors resulting in monetary loss compared to failure to
achieve monetary gain. This was supported by post-hoc paired t-tests showing that the ERN
difference on correct trials was not different between the reward and punishment conditions,
t(63) = 1.30, p = .20, but that the ERN on error trials did differ between punishment and
reward conditions, t(63) = 2.39, p < .05.
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For the Pe there was a main effect for Response, F(1, 63) = 48.49, p < .001, showing more
positivity on error trials. There was a trend for Motivation, F(1, 63) = 3.02, p = .09,
suggesting more positivity on reward trials. The interaction did not approach significance.

3.2.3 Feedback-related ERP—For the FRN, neither main effect was significant, but the
Motivation x Response interaction was, F(1, 60) = 7.60, p < .01, indicating more negativity
to error feedback on the reward trials only. On the punishment motivated trials the ERP was
more negative to the correct feedback.

For the feedback P3 there were main effects for response, with a larger P3 to correct
response feedback, F(1, 60) = 8.23, p < .01, and motivation, with a larger P3 on punishment
motivated trials, F(1, 60) = 6.11, p < .05.

4. Discussion

Participants were both fast and accurate when the stimuli were congruent, placing little
challenge on the neural systems of stimulus conflict mediation and response monitoring, and
there was no impact of motivation valence on behavior in the absence of challenge.
However, when the stimuli were incongruent participants were less accurate and slower, at
least when making correct responses, reflecting the challenge placed on the systems
supporting choice response by the competing flankers. Motivation type had an impact on
responding when the flankers were incongruent with marginal decreased accuracy and
significantly longer reaction times to make a correct response when the trial was punishment
motivated. This indicates that attempting to avoid loss places a greater challenge on the
neural systems involved in choice response under conflict than attempting to achieve an
equivalent amount of gain. The ERPs show that this risk aversion, expressed behaviorally,
affects multiple stages of information processing.

The first place in the ERP where these was a visible difference between the congruent and
incongruent conditions was in the N2 component, after the early P1 and N1 components
associated with percept formation and spatial attention. The N2 was more negative to the
incongruent stimuli and on punishment motivated trials, perhaps reflecting the early signal
of stimulus-response mapping conflict requiring additional cognitive control (Donkers &
van Boxtel, 2004; Folstein & Van Petten, 2008; VVan Veen & Carter, 2002). The larger N2
under punishment motivation suggests that additional cognitive control is engaged when the
goal is to avoid loss, consistent with the subsequent slower reaction times indicating more
careful responding.

The P3 was essentially equivalent in all conditions except incongruent trials that were
punishment motivated where the P3 amplitude was reduced. The P3 (or P300) has been
associated with multiple cognitive operations including attention orienting and/or allocation,
novelty detection, task relevance evaluation, and working memory updating (see review in
(Polich, 2007)). Perhaps the most prominent theory of the cognitive operation indexed by
the P300 is the context updating theory that posits that the P300 indexes the degree to which
the individual’s internal representation of the external milieu or context (Donchin & Coles,
1988; Donchin & Coles, 1998). This updating occurs when a presented stimulus fails to fit
into the participant’s expectations, i.e. the event is to some degree surprising. The P3 is also
associated with task demands, being reduced when the task becomes more difficult or when
a secondary task draws cognitive resources away from the primary task (Polich, 1987;
Wickens, Kramer, L, & Donchin, 1983). The P3 is also larger as performance motivation on
the task increases (Carrillo-de-la-Peoa & Cadaveira, 2000). The reduced P3 to incongruent
stimuli in the punishment condition therefore could reflect this condition being the most
expected one, the one that the participant held as the default condition (despite the
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conditions being equiprobable), or that the incongruent punishment condition was the most
cognitively demanding. This latter interpretation is perhaps more defensible in light of the
behavioral data which indicated slowest reaction times and worst accuracy in this condition.

It is possible that some part of the P3 effect is due to component overlap with either the
stimulus-related N2 or the response-related ERN. However, the N2 peaks substantially
earlier than the P3 (see Figure 1), so N2 overlap is unlikely. The mean reaction time across
conditions is 380 ms and the ERN peaks about 50 ms after the response, putting the average
ERN peak in the stimulus-locked ERP at about 430 ms, at roughly the peak of the P3.
However, no ERN effect is apparent in the fronto-central ROI stimulus-locked waveform
where the ERN would be the largest. Also the ERN effect would likely be much more
temporally smeared in the stimulus-locked ERP due to latency jitter, and the pattern of
effects is different between the ERN and the P3 with the ERN being much larger on errors
(which occur much more frequently on the incongruent trials), while the P3 is least positive
only on punishment motivated incongruent trials. Thus the effect appears to be a P3 effect,
not due to component overlap with the N2 or ERN.

The current results showed a larger ERN to errors committed under punishment motivation,
indicating that appetitive and aversive motivation differentially impact the neural system of
behavior monitoring. Punishment motivation resulted in a larger ERN to errors than reward
motivation, demonstrating a differential impact of motivation type on the ERN. This result is
mores consistent with the motivational or affective theories that posit that the ERN reflects
an evaluative process applied to an action that failed to meet motivational goals and/or
negative affect associated with committing an error (e.g. Hajcak, Moser, Yeung, & Robert F.
Simons, 2005; Luu, Collins, & Tucker, 2000) than with the purely cognitive theories that
posit that the ERN reflects the detection of a behavioral error or some compensatory
operation following the error, like the updating of motor plans (e.g. Gehring, Goss, Coles,
Meyer, & Donchin, 1993). If the ERN responds only to mismatch between intended and
executed motor responses or response conflict, then the type of motivation would not have
had an impact on the ERN, since the mismatch and the response options did not vary
between reward and punishment motivated trials. However, in the current results, the ERN
was larger to errors on punishment motivated trials, in which the error resulted in monetary
loss, compared to reward motivated trials, where the error led to failure to acquire a
monetary reward. Thus the neural system indexed by the ERN must perform more than the
simple detection of or compensation for a behavioral error; it must perform some evaluation
of that error within the motivational context.

Previous studies supporting the motivational model of the ERN have relied largely on
manipulation of overall motivation (Boksem, Meijman, & Lorist, 2006; Hajcak, Moser,
Yeung, & Robert F. Simons, 2005), or on individual differences for support, with findings
indicating that participants more motivated to perform accurately, e.g. participants motivated
by money, anxious individuals, or individuals with obsessive-compulsive disorder, have
larger ERN amplitude to errors, while participants less motivated, e.g. motivated simply by
experimenter instruction, or externalizing or depressed individuals, have smaller ERN
amplitude. However, these most of these studies did not examine the impact of explicit
appetitive versus aversive motivation manipulation the ERN. Two that did, Dikman & Allen
(2000) and Potts et al. (2006), found that low socialized and impulsive individuals a had
smaller ERN on punishment motivated trials, indicating that these individuals were less
responsive to aversive motivation. Similarly, Pailing & Segalowitz (2004) found that high
neuroticism individuals had a larger ERN when motivated by extrinsic rewards (i.e. cash)
than simply by the desire to perform well, while low neuroticism individuals had equivalent
ERN amplitude under external and internal motivation. All of these studies support a roll of
motivation on the behavior monitoring system, with personality factors interacting with
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motivation type to produce differential ERN response to errors under different motivation
conditions. However, the exact nature of this motivation impact has not been fully
described.

One explanation for the larger ERN on punishment motivated trials in the current study is
that punishment threat provides greater overall motivation than the potential for reward.
Hajcak, Moser, Yeung, & Robert F. Simons (2005) demonstrated that experimentally
manipulating overall motivation by informing participants that their performance was being
evaluated or by providing financial incentive for accurate performance increased ERN
amplitude, although the study did not explicitly contrast appetitive and aversive motivation.
An alternative hypothesis is that the larger ERN on punishment motivated trials is outcome
related, reflecting a larger discrepancy between the outcome associated with the punishment
trial error response (with is the correct response for a reward trials) and the delivered
outcome. For each participant, one response is always correct on reward trials, the other on
punishment trials. Thus a reward response, when correct, results in monetary gain, while that
same response when incorrect, i.e. on a punishment trial, results in monetary loss, which is a
large outcome discrepancy associated with that response. In contrast, the punishment
response, when correct, results in no loss or gain, and that same response when made
erroneously, i.e. on a reward trial, results in no loss or gain, thus there is no outcome
discrepancy associated with the punishment response. The FRN is larger to greater,
compared to lesser outcome discrepancies (Holroyd, Larsen, & Cohen, 2004), and to the
extent that the ERN and FRN reflect the same processes, the response-related outcome
discrepancy is greater on punishment trials and this greater discrepancy could elicit a larger
ERN.

The impact of choice or action outcome discrepancy has been more studied using the ERP
response to negative outcome feedback, the FRN. Studies using the FRN have show that its
amplitude is related to trial outcome with larger FRN negativity elicited to worse outcomes.
For example, if there are three possible outcomes, one of which is winning or losing no
money (a zero change outcome) and the other two outcomes are winning money, then the
zero outcome is the worst and has the largest FRN (Holroyd, Larsen, & Cohen, 2004).
However, if the other two outcomes are monetary losses, then the zero outcome is the best
possible and the FRN is smallest to that outcome (Holroyd, Larsen, & Cohen, 2004). In the
current design making and error on a punishment motivated trial resulted in monetary loss
while an error on a reward motivated trial resulted in a zero outcome, thus the punishment
motivated error outcome was objectively worse than the reward motivated error outcome
and thus would be expected to elicit a larger FRN, and to the extent that the ERN and FRN
reflect activity in the same monitoring or evaluative system (an unresolved question, see
Gehring & Willoughby, 2004; Miltner, Braun, & Coles, 1997), a larger ERN. However, the
same relationship was true on correct trials: the outcome to a correct response on a
punishment motivated trial was objectively worse than to a correct response on a reward
motivated trial, but there was no greater ERN to correct responses on punishment motivated
trials compared to correct responses on reward motivated trials. Thus the ERN was not
indexing overall trial outcome, but only a differential response to punishing and non-
rewarding errors — an error was required to elicit a differential motivation effect on the ERN.
Thus the ERN motivation effect appears to be specifically indexing loss aversion.

We did assess the FRN to the outcome feedback in the current study and found a a larger
FRN to feedback indicating that the participant made an incorrect response on the trial but
only on reward motivated trials; on punishment motivated trials the FRN actually appeared
to be more negative following correct feedback. The feedback here was either the addition
or subtraction of money from the total ‘pot’, presented as numbers on the screen. When
participants responded correctly on punishment trials or incorrectly on reward trials there
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was no change to the totals, and this produced a larger FRN. Both the conditions that failed
to change the participant’s total winnings, either by not adding to (reward error) nor
subtracting from (punish correct) the total, produced the largest FRN. This is contrary to the
generally established response pattern for the FRN which usually responds in a valenced
manner, more negative to losses, less negative to wins (Gehring & Willoughby, 2002;
Yeung & Sanfey, 2004). This effect may be due, in part, to the imperative flanker stimulus
containing all the information necessary for the participant to assess the outcome of the trial.
Prior studies on the relationship between the ERN and FRN using designs in which the
participants learn the correct stimulus-response mappings across time show that on early
trials, when the participants do not know the correct response, the ERP error effect is elicited
to the performance feedback in the FRN, not to the behavioral response itself. On later trials,
after participants know the correct response, the error effect is elicited to the behavioral
response and the feedback no longer elicits an error effect (Holroyd & Coles, 2002;
Nieuwenhuis, et al., 2002). Thus the error effect moves to the event that carries the
information about the correctness of the trial. In the current design, the participants were
informed about as to which stimuli were rewarding and which were punishing and had
several practice trials. Thus they had all the information about the nature of the trial at the
response, and the feedback contained only redundant or confirmatory information. There
may also have been a methodological contribution to this non-standard effect; the current
experiment was designed to study the ERN, not the FRN, thus there was no latency jitter
introduced between the response and the feedback, therefore the baseline correction violated
the assumption of the baseline period, that the baseline EEG is random with respect to the
event of interest. In the current data the baseline contained ERN and or Pe effects that may
have influenced the effects in the feedback-locked ERP.

The feedback P3 was larger to the feedback signaling correct trials and to feedback on
punishment trials, but there was no interaction. Since the P3 is larger to more relevant
stimuli (e.g. Courchesne, Hillyard, & Galambos, 1975), this indicates that correct response
feedback and feedback signaling the outcome on punishment motivated trials was more
relevant.

These findings of increased effort, instantiated in neural systems of cognitive control,
resource allocation, and behavioral monitoring, under the threat of monetary loss, are
consistent with the well-described endowment effect, in which individuals place greater
value on things they already possess than on something they have the potential to acquire
(Kahneman, Knetsch, & Thaler, 1990; Thaler, 1980). Individuals appear more motivated to
avoid losing what they already have than by the opportunity for additional gain, and this bias
may be reflected behaviorally in slower reaction times and in the larger N2 and ERN on
punishment motivated trials, reflecting the greater motivation to avoid loss and greater
engagement of cognitive resources under loss threat. This suggests that neuroeconomic
principles, usually related to complex decision-making tasks (Loewenstein, Rick, & Cohen,
2008; Trepel, Fox, & Poldrack, 2005) may also apply to the brain’s internal resource
allocation mechanisms in simple reaction time tasks.

Highlights

e We contrasted two theories of the error-related negativity (ERN), one purely
cognitive/motor, one emotion/motivational by using gain and loss motivation on
different trials in a response-conflict (flanker) task. If the cognitive/motor theory
is correct, then motivation type would have no effect on the ERN.

¢ We also examined event-related potential (ERP) indices of other cognitive
operations involved in choice-response under conflict.
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e Participants were slower and both the stimulus-related N2 and response-related
ERN were larger on punishment trials. The stimulus P3, the response error
positivity, and the feedback-related negativity and feedback P3 were also all
influenced by motivational valence.

e The ERN is influenced by motivation type, consistent with motivational
theories.

e Loss aversion, reflected behaviorally in slower reaction times on punishment
motivated trials, influences multiple stages of information processing, before
and after response execution.
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Waveform plots of the stimulus, response, and feedback-locked ERPs averaged across all
participants and across the frontocentral and centroparietal electrodes in the Geodesic Sensor
Net. The analysis windows for the stimulus N2 and P3, the response ERN and Pe, and the
feedback FRN and P3 are delimited. The insets in the top row plots show the location of the
ROlIs in the Sensor Net, looking down on the top of the head with the nose at the top of the

inset. Note that the x- and y-axis scaling differs between plots.
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Table 1
Reward Punish
Correct Error Correct Error
Congruent 373(27.3) | 362 (44.0) | 384 (25.9) | 379 (46.7)
Incongruent | 393 (107.7) | 361 (31.6) | 427 (29.7) | 361 (34.6)
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